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BBEAEHUE

Ceiiuac u3BectHo okoj0 1500 BupycoB pacrenuii [Fauguet et al., 2005]. Tonb-
ko Ha JlansHem Boctoke Poccuu BhIsiBieHO 47 BUAOB U Oosiee 70 mITaMMOB M MX
H30JI51TOB, BXOASIIUX B cocTa 19 ponos u 9 cemeiicts [['HyToBa, 2009]. HekoTopsie
BHPYCHI UMEIOT ITUPOKUH KPYT pacTeHUI-x035eB. Tak, BUpYC MOTPeMKOBOCTH Taba-
ka opakaeT pactenus 6onee 400 BumoB u3 50 cemeticts [['m60c, Xappucon, 1978].
MHorue pacTeHus 3apa)karoTcsi HECKOIbKUMHU BUpycamu. OOHAPYKEHO HECKOIBKO
COT BUPYCOB U UX MTaMMOB Ha 12 HanOoJjee eHHBIX MPOJIOBOJILCTBEHHBIX KYIIBTY-
pax — TaKuX Kak pHc, MIIeHUIa, KyKypy3a, CBeKJia, KapTodelnb, cos, Gpacolb, caxap-
HBII TPOCTHHK, OaTaT, MaHMOK, KOKOCOBas rajpbma 1 0anaH [KoBanenko, 1983]. Ectp
MIPUMEPHI Y3KOW CIeNHalln3alii BUPYCcOB. Tak, HanpuMep, pacpoCTpaHeHHe He-
KOTOPBIX BUPYCOB, TIOPAKAIOIINX 3eMIITHUKY, OTPAaHHYEHO TOJIBKO polioM Fragaria
[Mbathi03, 1973].

AKTyalbHOCTD UCCIIEIOBAHUI MEXaHU3MOB YCTOHYHBOCTH PACTEHUN K PUTO-
BHPYCaM OIIPENENSIETCS UX CBS3bIO0 C MPAKTUYECKIMH 33/1auaMU OXpaHbl PACTEHUH OT
BHPYCOB. DKOHOMHUYECKH yIepO, HAHOCHMBII BUPYCHBIMH 3a00JI€BaHUSMH, OUEHb
BeIMK. BUpycHble OOJNE3HH CHIDKAIOT YPOXKail CEThCKOXO3SIMCTBEHHBIX KYJIBTYP
(unorma no 80-100 %) u yXyamaroT TOBapHbIE KauecTBa MIPOLYKTOB (YMEHBIIACTCS
conepxanne BuTamuHa C 1 KpaxMaia B KIIyOHsX KapToderns, Macia - B 600ax cou u
pod.). O4ueBuHa HEOOXOMUMOCTh Pa3pabOTKH Mep 3aIUThl PACTEHUH OT BHPYCOB.
XUMUYECKUEe METOIBI OOPHOBI C BUPYyCaMH UMEIOT PsiJi OrpaHU4eHU. Bo-TiepBEhIX,
OHH HeOe30TIacHbI JUIA YeJIOBEeKa M OKPY’Katolei cpeibl. XUMUYeCKUe COeTNHEHUS,
WCTIONIb3yeMbI€ ISl 3aIIUTHl KYJIBTYPHBIX PaCTeHUH, CIIOCOOHBI HAKAILTMBATHCSA B
pacTeHusx, Boje 1 nouse. [lonagas B opraHu3M 4esioBeKa, OHH BHI3BIBAIOT aJUIEPTH-
YeCKUe PEaKIiy, OTPULIATEIIFHO BIUSIOT HA UMMYHHYIO CUCTEMY, HEKOTOPBIE U3 HUX
o0aaroT KaHIeporeHHbIM erictBueM [Omudep, 1978; Canornkuii, Domenko, 1979;
Kysbmenko u nip., 1980; Jlanonun, Jlynes, 1985; S6mokos, 1990]. Bo-Brophbix, xu-
MUYECKHUE METOJIbI IPUMEHSIOTCS, B OCHOBHOM, B TE€X CIIy4asiX, KOTlla BUPYCHI Iiepe-
JAIOTCS OT PACTEHHSI K PACTEHHIO HACEKOMBIMHU-TIEPEHOCYMKAMHU, TIPOTUB KOTOPHIX U
WCTIONB3YIOTCS XUMUYECKUE CPEJICTBA 3aIIUTHI PaCTeHUH. B-TpeTbrx, OHM HE OueHb
3¢ (eKTUBHBIL, TaK KaK MX HCIoib30Banue He gaeT 100 %-Horo momoXuTensHOro -
(hexTa ¥ 4acTo MPOUCXOIUT OBICTPOE MPUBLIKAHHE TIEPEHOCUYUKOB K MHCEKTHIIH/IAM,
YTO MPUBOAMUT K HEOOXOJMMOCTH TOBBIIIATH JI03bI WIKA CO3/[aBaTh HOBBIE TIpernapa-
Thl. KpoMe Toro, XuMudecKkue COeTUHEHUS TYOST IMOJIE3HBIX HACEKOMBIX U JKUBOT-
HBIX, CIIOCOOHBI HAPYIIUTH CJIOKHUBIIUECS MEXKBHUIOBBIE OTHOIICHHS B IMIPUPOTHBIX
neHoszax [Danees, 1980; Dahlsten, 1983; Sl6mokoB, 1990]. Benenue B nmpakTuky
MUKPOOHOJIOTHYECKOTO METOJIa 3aIUTHl PACTEHUH OT BPEIHUTENeH MO3BOJSET W3-
OexaTb MHOTHX BpPEIHBIX mociencTBuil [Bacuibea, Kyminivenko, 1999], Ho B Ha-
cTOsiIIee BpeMs HEeT aOCOIOTHON TapaHTHH, YTO MUKPOOMOIOTHYECKUAE TTPETIaparhl
MTOJTHOCTBIO O€3BPENHBI JUIA YeIIOBEKA U KHUBOTHBIX.
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Haunbonee nmepcrneKTUBHO € KOJIOTMYECKOM TOYKHU 3pEeHUs AJisi OOpbOBI ¢ BU-
pycamu HCHOIb30BaTh 3aIIUTHBIC CBOMCTBA CAMUX PACTEHUI U KYJIBTUBUPOBATD yC-
ToituuBkie copta. [lo MEHeHUt0 P. Matero3a [1973] OONMBIIMHCTBO BHJIOB pPaCTCHUMN
YCTOMYUBO KO MHOTUM BupycaMm. CornacHo AaHHBIM, IpeactaBieHHbiM U. Xopsa-
tom [Horvath, 1977 - mur. no Kosanenko, 1983], numis manas yacts u3 250 Thic.
HCCIICIOBAHHBIX BUAOB PACTCHUN 3apakaliach BUPYCaMHU B MIPUPOJIHBIX HIIU IKCIIE-
PUMEHTANBHBIX YCI0BHUsIX. ONHAKO BO3MOXXHO MOSIBICHUE HOBBIX PACTEHUN-XO035€EB
B pe3yJibTare pa3padoTKu METOI0B MH(MUITMPOBAHUS HIIH BOSHUKHOBEHHUS BUPYCHBIX
LITaMMOB, TIPE0JI0JIEBAIOIINX YCTONUYNBOCTh PACTEHUH.

OueHb YacTo pacTeHus, MOPAKEHHbIC BUPYCAMH, HE MOTUOAIOT, HECMOTPSA
Ha Mop(hoJorHYecKre U OMOXMMHUYECKUE TOBPEXKICHHUS PA3IUUHON cTeneHu. Brl-
KMBAaHUE PACTEHUH OOYyCJOBICHO HaJMYMEM 3alIUTHBIX MEXaHU3MOB, C(HOPMHPO-
BaBIIUXCS B Mpoliecce JUINTEIbHONM COBMECTHOM 3BONIOIMH PACTEHUN U NMAaTOI€HOB
[Bapwiios, 1964]. Haubosee ycToiunBbIC K TTapa3uTaM BHJIbI PACTEHUI 00pa3yroTCs
B pe3yJIbTaTe €CTECTBEHHOTO OTOOpa Ha MOCTOSTHHOM HH(pEeKITMOHHOM (oHe [ KyKkoB-
ckuit, 1973]. DddexTUBHOCTD 3aIUTHBIX MEXaHU3MOB BapbHPYET B 3aBUCHMOCTH
OT KOMOMHAIIMU BUpYC-pacTeHHE U YCIOBUI OKpyskaromed cpensl. [loatomy oco-
OyI0 aKTyalbHOCTh MPUOOpPETAET UCCIIEIOBAHUE 3aALIUTHBIX MEXaHH3MOB, JISKAIINX
B OCHOBE TaKHMX U3BECTHBIX THIIOB YCTOMYMUBOCTH, KaK TOJEPAHTHOCTb, CBEPXUYB-
CTBUTEIBHOCTH U KPAMHSIS YCTOMUUBOCTD (MMMYHHOCTB ).

YCTOMYUBOCTH pacTEHUHN K BUPYyCaM MOXKET MPOSBISATHCS HA Pa3HBIX dTamax
B3aMMO/IEHCTBUS PACTEHHsI C BUPYCOM, IIEPEAAIOIINMCS ITyTEM MEXaHUYECKONH MHO-
KYJISALMW: TIPU CBSA3BIBAHUN YACTHUI] MHOKYJIIOMA U IPOHUKHOBEHUU UX B KJIETKU, Pa3-
MHOXXEHUU BUPYCa B IEPBUYHO 3aPAKCHHBIX KJIETKAX U PACIPOCTPAHCHUM ITATOT€HA
Mo pacTeHuio. [ BBIABICHUS 3AIIUTHBIX MEXaHU3MOB HEOOXOAMMO HCCIIEIOBAThH
MIpOLIEeCC B3aUMOJIEHCTBHUS BUPYC — PACTEHUE HA BCEX €r0 YPOBHSX, CpaBHHUBAsI KO-
JIMYECTBCHHBIC XapaKTEPUCTHKH IOCIEI0BATEILHO CMEHSIOMINXCS ATANoB HH(EK-
LUOHHOTO TMpolecca y ONMM3KOPOACTBEHHBIX BOCIPUUMYUBBIX M YCTOWYHMBBIX pac-
TEHUI, 3apaKCHHBIX OJHUM U TEM € BUPYCOM B OIMHAKOBBIX yCIOBUSX.

YCTaHOBUB KOJIMYECTBO BUPYCA, CBSI3ABIICTOCS C JIUCTHIMU MPU UX UHOKY-
JIALUY U MIPOHUKIIETO B KJIETKH, IPOCICIUB 32 U3MECHECHUEM COCTOSIHUSI BUPYCHBIX
YacTHLl HHOKYJIIOMA, OIIPEAEIUB YHCIIO MEPBUYHO 3apakK€HHBIX KIETOK MOXHO CJie-
JIaTh BBIBOJA 00 3()()eKTUBHOCTH 3alUTHBIX PEAKIM Ha PAHHUX dTarax UH(EKIH-
OHHOTO TIporecca. DTa CTaIusl B3aUMOACHUCTBHSI BUPYC — pacTeHUE UMeeT ocodoe
3HauUeHHE, TaK KaK OYCHb YaCTO YCTOMYMBOCTD PACTEHHUS ONPEACIISIETCS ero Crocoo-
HOCTBIO MPEMNSATCTBOBATh BHEJPEHUIO NTaTOTeHA.

Caeznenust o Oojiee MO3AHMUX dTanax WHPEKIIMOHHOTO MpoLecca Y pacTeHUH
C pa3HOil peakuueil Ha BUPYCHOE NOpa)kKeHUE HEOJHO3HAYHBI M 4acTO MPOTHUBOpE-
ynBbl. CpaBHUBAs 4yepe3 pa3HOE BpeMs IOCIe 3apaKeHHs pacTeHHH copaep)kaHue
BHpYCa U pacIpoCTPaHEHUE €ro M0 PACTEHHIO, OPEAETAT YUCIIO 3apakeHHBIX Kile-
TOK B JIUCTBSX MOYKHO OLIEHUTH dIPPEKTUBHOCTD 3AIMUTHBIX PEAKIUI MOCIIETYOIIIX
9TarnoB MH(EKIUOHHOTO Mpolecca, 8 UMEHHO PENPOAYKIMU U TPAaHCIIOpTa BHpYyca.
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Takum 00pa3zoM, MOKHO BBISIBUTH BECh KOMILJIEKC M ITOCIIEI0BATEILHOCTD COOBITHH,
MPUBOISIIUX K OTPAHUYCHUIO WHPEKIIMOHHOTO MPOoLecca B YCTOHUUBBIX PACTCHU-
SIX, U BBISIBUTH (DAKTOPBI, OJOKUPYIOIIUe HHPEKIMOHHBIN MpoLecc.

Crnabast U3y4eHHOCTh 3alIMTHBIX MEXaHM3MOB pAacTEHHH OObBSCHSETCS, BO-
MEPBBIX, UX CIOKHOCTBIO, BO-BTOPBIX, OTCYTCTBUEM JI0 HEABHETO BPEMEHU METO-
JIOB M MOJICJIGHBIX CHCTEM, MOCPEACTBOM KOTOPBIX MOXKHO OBLIO OBl pa3rpaHUuUTh
1 BOCIPOM3BECTH Pa3HbIC ATalbl B3aMMOJCHCTBUS BUPYC — pPacTEHHE M JaTh MM
KOJIMYeCTBEHHbIE XapakrepucTuku. Ceiyac monoxenue nHoe. PazpaboTaHbl Takue
MOJICTIbHBIE CUCTEMBbI KaK M30JMPOBAaHHBIC MPOTOIUIACTHI U KIETKH, TO3BOJISIOIINE
MOJICTTMPOBaTh OT/AECIbHBIC JTalbl B3aMMOJCHCTBUs BUpyca ¢ pacTeHueM. CoBpe-
MEHHBIE METOABI Aal0T BO3MOKHOCTH KOJMYECTBEHHO XapaKTepPH30BaTh COOBITHS,
MPOUCXOJSIINE B OOJILHOM PaCTEHHH.

Wzyuennto B3anMoOACHCTBHS pacTeHUI ¢ BUPYCaMH MOCBSILIEHBI MHOTOUHC-
JICHHBIE KCIICPUMEHTAIbHBIC HCCIIEIOBaHMs, 0000UICHHBIE B psiieé MOHOTpaduid.
[epBoii 6buta kHUra @. Boyaena “Plant viruses and virus diseases” («Bupycsl u
BUpPYCHbIE OOJE€3HHM pacTEHHI»), B KOTOPOH H3JI0KEHBI CBEACHUS, HAKOIUICHHBIE
B MEPUO]] PaHHETO Pa3BUTHUS (PUTOBHPYCOIOTUH (TIepeBeAeHa Ha PYCCKHUH SI3BIK B
1952 1.). B 1970 . Obia omy6nukoBana u B 1973 1. mepeBeaeHa Ha PYCCKHIA SI3BIK
SHIMKIIONenuueckas padora P. Mateioza “Plant virology” («Bupycsl pacTeHuii»).
Omna ocTaeTcst 10 CHX MOP HACTONBHOW KHUTOW Ka)KIO0ro, KTO M3y4aeT GpUTOBUPY-
conoruto. B 3T0if MOHOTrpaduu ¢ ucuepIbIBaoIeld MOJTHOTON W3JI0KEHBI H CHCTe-
MaTHU3MPOBAHbI U3BECTHBIE B TO BpeMsl (hakThbl, Kacalollhecs caMbIX pa3HOO0Opa3-
HBIX acIIeKTOB HUCCIIEIOBaHUS (PUTOBUPYCOB M MX BIUSHUSA Ha pacTeHusi. B 70-80-¢
roasl 20-ro croneTust ObUT W3AaH psia MOHOTpaduil 1 0030POB MO TEOPETHUECCKUM
W TIPUKJIAJHBIM MpobieMaM (GUTOBUpPYCONOTHH U ¢uTonaTonoruu [BepaepeBckui,
1968; Kupaii u ap., 1974; Atabekov, 1975; 3eikun, 1976; I'n66c, Xappucosn, 1978;
Kypasnes, 19796; Monnosan, 1979; Atabekov, Morozov, 1979; Jlesepost , 1980;
Banneprnank, 1981; Kassanis, 1981; Kosanenxko, 1983; IbsikoB, 1984; MeTnunkuit
u 1p., 1984; Atabekov, Dorokhov, 1984; Jlopoxos, 1985; Goodman et al., 1986]. B
MOCIIeYIOIIIE TO/Ibl pa3BUTHE (QUTOBUPYCOJIOTHH 3HAYUTEIBHO YCKOPHIIOCH, OBLIO
MOJY4YEeHO MHOTO HOBBIX (JAKTOB, OCOOCHHO B M3YYCHUH MOJEKYISPHBIX MEXaHU3-
MOB yCTOWYHMBOCTH pacTeHuil. OnHako o0oOmaromux padot B 90-e roasl omyOnu-
KOBaHO MaJio. M3BecTHO HeckoJibKko 0030pHbIX cTateil [Atabekov, Taliansky, 1990;
Wnpunckas, O3epenkobckas, 1991; Kosasenko, 1993; Maia et al., 1996] u onna
Monorpadus [Peynos, 1999]. B stoit monorpadguu A.B. PeyHoB, B cooTBeTCTBHH
CO CBOEH HayYHOH clielMaIn3alneii, OCHOBHOE BHUMaHUE YACINI yIbTPACTPYKTYP-
HOMY aHaliM3y KJIETOK PacTeHUi, MOpaXeHHBIX Bupycamu. [loaTomMy B HacTosien
MOHOTpa(UU aBTOP MOMBITANICS M3JIOKHUTH C YYETOM MOCIECTHUX JaHHBIX OCOOCH-
HOCTH pEeaKIUi pacTeHUH, Pa3IUUaIOIINXCS [0 CBOCH YCTOHYNBOCTH, Ha 3apa)KeHUE
BHPYCaMH.

ABTOD BBIpaXKaeT ITyOOKYI0 MPU3HATENFHOCTH cBoUM KoJuteram JI.A. Bapdo-
nomeeBoit, H.C. Kyryk, H.®. ITucenkoii, M.B. Canoukomy, JI.[l. Cenemkoii, npu-
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HUMABIIMM HEMOCPECTBEHHOE Y4acTHUE B MPOBEACHUU JKCIEepUMEHTOB. OcoOyro
0JaroJapHOCTh 32 MOCTOSHHOE BHUMAHUE U MOICPIKKY MIPH MTPOBEACHUN UCCIIEIO-
BaHUH BBIpAXKAK MOEMY YUYUTEIIO akajeMuKy Poccuiickoii akajemuun Hayk FOpuro
Hukonaesuuy XKypapiieBy, KOTOPBIH MIEpBBIH MPUOOIINI MEHS, TOTJIA CIlle CTY/ICHTA,
K rpo0siemam (pu3uonoruu OOIBHOTO PaCTCHUSI.

ABTOp OyzeT mpu3HATENeH BCEM, KTO BBICKAXKET KPUTUYCCKUE 3aMCUaHUs U
MTOYKEJIAaHUS 110 COJICPIKAHUIO KHUTH.



1. OBLLUAA XAPAKTEPUCTUKA PACTEHUN
Nno X YCTONYMNBOCTU K BUPYCAM

Bupycs! siBistorcst oonurarHeiMu napasutaMmu. OHU He MMEIOT KJIIETOUYHOH Op-
raHU3alUK ¥ UCIIOIB3YIOT 1JIsi COOCTBEHHON PENPOAYKLIMHA METaOOIUTbI, CHHTETHU-
YEeCKHH M DHEPreTHYECKUI arnaparsl KJIETOK pacTeHusA-xo3suHa. [loaroMy npuHsTo
CUUTATh, YTO BUPYCHI NAPA3UTHPYIOT HAa TeHeTnueckoM ypoBHe [Jlypus, dapuenn,
1970].

XapakTep peakUyM pacTeHUsl HA 3apaKCHUE BUPYCOM MOXKET ObITb pa3iiny-
HeIM. VMMmeercss MHOTO pa0OT, CBUIETEIbCTBYIOLIMX O TOM, YTO B3aUMOOTHOIICHHS
BUpYyCa C paCTEHUEM OINPEEIIAIOTCS YCIOBUSIMU BHEIIHEH cpelibl, TeHOMaMH Iapa-
3MTa, XO351MHA U IEPEHOCUNKA, €CIIM BUPYC IEpPeIacTCss HACEKOMBIMHU HJIH IPYTUMH
nepeHocunkaMu [MoaThio3, 1973; Atabekov, 1975]. B mepByro odepens, B3auMo-
JeiCTBIE MEXy IaTOr€HAMU U PACTCHUSMH OIPEACIISIeTCS HAIMYUEM Y PACTCHUM
TeHOB YCTOMYMBOCTH (R) M COOTBETCTBYIOIINX UM T'€HOB aBUPYJIEHTHOCTH (AVR) y
mmatoreHoB [Flor, 1947, 1956, 1971]. B 3aBHCHMOCTH OT T€HOTHITMYECKUX CBOHCTB
[apTHEPOB B3aMMOJCHCTBUE BUPYCa C PACTEHUEM MOKET IPUBECTHU K CIICAYIOIIUM
pesynbratam [Atabekov, 1975]: a) 3apakeHus: pacTeHUsI HE TPOUCXOIUT JaXKe TPH
[IPOHMKHOBEHUH TAaTOreHa B LIUTOILIA3MY, 0) 3apa)KeHHe MPOUCXOIUT, HO BUPYC Ha-
KaIUIMBAaeTCsl B OTPAaHMYCHHOM YHCIIE KJIETOK, B) 3apa’keHHE IMPOUCXOAUT U BUPYC
pacrpocTpaHsieTcs 0 BCEMY PacTEHHMIO.

E. I'eiiman [Gaumann, 1946 - nut. o Xypasnes, 19796, ctp. 170] Beraemnsin
nBe (opMbl yCTOWYMBOCTH pacTeHuil: 1) mpencymecTByomas (HECOBMECTUMOCTD,
€CTECTBEHHAs YCTOWYMBOCTD) U 2) 3amuTHble peakiuu. b.A. Pyoun u E.B. Apuu-
xoBcKas [1968] mpeanaranu pas3leiauTb CBOMCTBA PACTEHUM, ONpEACNAIOIINE HX
OTHOIIIEHUE K TMaToreHy (rpuObl, OaKTepuu, BUPYChl) HA TPHU TPyMIIbl: 1) CBOKCTBA,
KOTOpbIe OOHAPY)KUBAIOTCS B PACTEHUM JI0 KOHTAKTa C AaTOICHOM (aHAaTOMHYECKOE
CTPOCHHUE, XMMU3M PACTEHUS) U MOT'YT CLIOCOOCTBOBAaTh WJIM NPEISTCTBOBATH 3apa-
KEHUI0; 2) CBOWCTBA, KOTOPBIE MPOSIBIISIIOTCS TOJIBKO B PE3YJIbTATE 3apaKEHHs pacTe-
HUH U BIMAIOT HETIOCPEICTBEHHO Ha MaTOreH (Hampumep, oOpa3oBaHKE JOKAJIbHBIX
HEKpo30B); 3) CBOWCTBA, KOTOPbIC Pa3BUBAIOTCS MOCIE 3aPa’KCHUS U ONPEHCIISIOT
YCTOWYMBOCTH K HOBTOPHOMY 3apa’KeHUIO IIATOTCHOM.

Comnmacno xaccudukaruu J.J[. Bepaepesckoro [1968] y pactenwmii B mpo-
Liecce BOJIIOLIUH Ha )KECTKOM MH()EKLIMOHHOM (DOHE Pa3BUIINCH CIIEAYIOIIUE (hOPMBI
HEBOCIIPUUMYHBOCTHU K BHUPYCaM:

I. HenmpurogHocTh pactenusi JJisl penpoAyKUMU JAHHOr0 BHpyca (adco-
JIIOTHbIA MMMYHHUTeT). OHa XapakTepHa Ul PACTCHHH, Y KOTOPBIX OTCYTCTBYIOT
HEOOXOIMMbIE KOMIIOHEHTHI JUIsl PEpOayKunu Bupyca. OHaKo caM aBTOp COMHe-
BaJICS B HAJIMYMU y PACTCHUM NaHHOU (OpMBI yCTOWYMBOCTH, TaK KaK MHOTHE pac-
TEHMsI, KOTOPBIE HE 3apakaJMCh B €CTECTBEHHBIX YCIOBHUSX, YCIELUIHO HHPHUIHUPO-
BaJIMCh B AKcrepuMeHTe. Kpome Toro, o ero MHEHHIO, MaJOBEPOSITHO, YTO CPEIH
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BOCIIPUMMYMBBIX K BUPyCaM PacTeHUH OMpEAEICHHBIX BUJIOB WM POJIOB MOTYT CY-
LIECTBOBATh OTAEIbHBIC PACTeHNUS, 00Naaarone abCoTIOTHBIM HIMMYHUTETOM H3-3a
OTCYTCTBHS Y HUX METa0OIHUTOB MM KaKUX-IHOO IPYTrUX BELIECTB, HEOOXOIUMBIX
JUISL PENPOIYKIMU BUPYCOB. TeM Ooliee, YTO B KJIETOYHBIX M BUPYCHBIX CHHTE3aX
YUYacTBYIOT OIMHAKOBBIE KOMITIOHEHTHI (HYKJICOTH/Ibl 1 AaMUHOKHCIIOTHI).

ITo coBpemennbiM nipeactaBinenusm [Dawson, Hilf, 1992; Diaz-Pendon et al.,
2004] nexo3zdiickas yCTOMUMBOCTH MPOSBISIETCS HE B OTAEIBHBIX PAaCTEHHUSAX, a Ha
BHJIOBOM YPOBHE, KOT/Ia BCE PACTEHHs ONPEAEICHHOIO BU/Ia JTUILIEHBI WK COIEPKaT
B M3MCHEHHOM BHJE (aKTOp, HEOOXOJUMBIH JUIsl TTOJIHOLEHHOTO MH()EKIUOHHOTO
npornecca. Bupychl yacto MyTHpYIOT. BbicoKasi CKOpOCTh MyTanuu 0COOEHHO Xa-
paxrepna ans PHK-coneprkamux BHpYCOB, Tak Kak CpefHEe KOJIMYECTBO OIIMOOK
PHK-3aBucumoit PHK monumepassl cocrapisier npumepHo 10 Ha HykieoTua 3a
oauH nepuop perukanuu [Domingo, Holland, 1997]. B pe3synsrate MmyTrauuu Bu-
PYC MOXET MpHOOpecTH CIOCOOHOCTH 3apa)kaTh PACTCHUS, KOTOPbIE HE SBISIOTCS
X03s5€BaMU JI UCXOIHOTO BUpyca. Tak, pacrenus Nicotiana benthamiana Domin. u
Gomphrena globosa L. He 3apaxanuch mramMmmom Mo BUpyca HEKpOTHUYECKOH TISIT-
HUCTOCTHU JBIHH, HO MOpayKaJIUCh mTaMMoM 264 storo Bupyca [Diaz et al., 2004 —
uT. o Diaz-Pendon et al., 2004]. MHTEpecHO, 4TO B X0JI¢ U3MEHEHHUI BUPYC MOKET
nproOpecTu CocoOHOCTh MHPHUIMPOBATH PACTECHUSI-HEX035€Ba, HO CTAHOBUTCS HE
CIOCOOHBIM 3apakaTh pacTeHUs, ObIBIIME paHee JJisi Hero xo3sieBamu. Hampumep,
HEKOTOpBIE U30JIATHI BUpyca TabauHoi Mo3anku (BTM), koTopble MOIIH MOpaxaTh
pacTeHus mepua, TepsUIi COCOOHOCTh K Pa3MHOKEHHIO B pacTeHHsX Tabaka U TO-
MaToB, SABJISIOIIMXCA TUIUYHBIMHM pacTeHMSAMH-XO03sieBaMH 3Toro Bupyca [Fraser,
1990]. Mzonar D4 Bupyca MO3aMKHM LBETHOW KamyCThl CHCTEMHO HHQHUIMPOBAI
pactenus u3 cemeiictB Solanaceae n Brassicacea, Toraa kak u3omat CM 1841 storo
BHpYycCa Mopakas TOJIBKO pacTeHUusl ceMeilcTBa Brassicacea. OnHaKo, TpaHCTEHHbIE
pactenus Nicotiana bigelovii (Torrey) S. Watson (cemetictBo Solanaceae), sxcnpec-
cupyrorue npoaykt reHa VI uzonsra D4, 3apaxanuce uzonstom CM 1841 [Schoelz,
Wintermantel, 1993; Wintermantel et al., 1993].

MexaHu3M HEXO0351CKOM yCTOMYMBOCTH IOKa HE u3ydeH. Hexossiickyro yc-
TOWYMBOCTH PACTEHUH K OaKTEepHsIM U rpudaM pas3[esisioT Ha 1Ba THMa: | — pacTeHust
HE MPOAYLHUPYIOT BUJUMBIX CHMIITOMOB 3a00JIeBaHus, 2 — B OTBET Ha 3apakeHHE Ia-
TOTEHOM pa3BMBAETCsl CBEPXUYBCTBUTENbHasA peakius [Mysore, Ryu, 2004]. Yeroii-
YUBOCTH BTOPOTO THIA MOX0Xa Ha CIEUUPHUHYIO YCTOHUUBOCTD, O0YCIOBICHHYIO
B3aMMOZCHCTBHEM POAYKTOB Mapbl reHoB — R U AVR (cMm. Ti1. 5).

[ToMuMO 3aIMTHBIX OapbepoB, MPEMATCTBYIOIIUX MONAAaHUIO TATOTCHOB B
pacTUTENbHBIE KICTKH (CM. TII. 2), B paCTEHUSIX MPOLYLUPYIOTCS HU3KO- H BBICOKO-
MOJICKYJISIPHBIE COCAMHEHHS, MHTHOMPYIOIIUEe MPOHUKHOBEHHE U Pa3MHOKEHHE I1a-
ToreHa. OIHU MOCTOSIHHO MPHUCYTCTBYIOT B 37I0POBBIX pacTeHUsX ((PUTOAHTUCHIIHU-
HBI), CHHTE3 JPYTHX HHIYLIHUPYETCs mocie 3apakenus (puroanekcunsl) [Morrissey,
Osbourn, 1999]. D10 pasaeneHue TOBOJIBHO yCiioBHO. Tak, y pacrenuit Arabidop-
sis thaliana (L.) Heynh.cunte3 PR-13 Genka THoHHHA (cM. pa3aen §.2) KOHTPOJIHU-
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pyeTcs AByMs T€HaMH, OIUH U3 KOTopbix (7hi2.2) skcupeccupyercs: MOCTOSHHO, a
skcnpeccust Broporo (Thi2.1) uHayuupyeTcs 3apakeHrneM. Hekotopbie BelecTsa B
OZIHUX BHJAX PACTCHUH KOHCTUTYTHBHBI, TO €CTh SIBIISIOTCS (PUTOAHTHCUIIMHAMH, a
B JIPyTUX — CHHTE3UPYIOTCS nocie 3apaxenus [[psxos u ap., 2001].

Kak npu crenuduryeckoM B3aMMOJCHCTBUM PACTEHUSI C MAPAa3UTOM, TaK U B
pacTeHHAX-HEX035€BaxX YCTOWYMBOCTh Pa3BUBAETCS MOCIE y3HaBaHMs JIMCUTOpA
narorena. DIucuTop U3 Phytophthora sojae — BHeKJIeTOYHasI TpaHCIIIyTaMUHAa3a —
BBI3BIBAJI 3AIUTHBIC PEAKIMHU y pacTeHuid neTpymku [Brunner et al., 2002]. benok
(hiaresuIMH, BXOJSIIMIA B COCTAaB )KT'yTUKOB OaKTepHii, MHAYIIMPOBAI Y PACTCHUN A.
thaliana (nexo3sieB 1 Pseudomonas syringae) tpanckpurniuto rena NHOI, nipo-
JOYKT 9KCIIPECCUH KOTOPOT'O Y4acTBYeT B OTPAaHMYCHUH HAKOIUICHUs OakTepuii. bak-
TEpUH, JTUIICHHbIC (rarejuinHa, He BIWSUIM Ha dKcnpeccuto NHOI, ycnemHo pas-
MHOYKQJIMCh U BBI3BIBAJIA Pa3BUTHE CUMITOMOB 3a0oseBanus [Li et al., 2005].

HuTonornueckue ucciaeqoBaHHUS TOKa3aJId, YTO B OOJILIIMHCTBE CIy4aeB rpu-
OBl HE CIIOCOOHBI MPOHHUKATh B KIETKH PACTCHUI-HEX035€B U Pa3MHOXKATHCS B HUX
M3-32 BKJIFOYCHUSI CUTHAJBHBIX MYTEH M aKTHBALUK SKCIPECCHU 3alIUTHBIX 'CHOB
[Mellersh, Heath, 2003; Yun et al., 2003; Zimmerli et al., 2004; Lipka et al., 2005;
Stein et al., 2006]. Ecnu xe Tu¢sl rpuOOB MPOHUKATIHM B KJIETKH, TO OHH ITOKPbIBA-
JIMCh KaJJI030MO0I00HBIM BellecTBOM. KiieTkn pacteHuii-Hexo3s1eB, HHPUIUPOBaH-
HbIe OaKTEepHUsSIMHU WU TprOaMH, a MHOIZIA U HECKOJIBKO COCEIHMX KJIETOK HEKpO-
TU3UPOBAIIUCH KaK Y CBEPXUYBCTBUTEIBHBIX pacTeHuit [Whalen et al., 1988; Laugé
et al., 2000; Vleeshouwers et al., 2000; Peart et al., 2002; Huitema et al., 2003;
Mellersh, Heath, 2003; Eichmann et al., 2004; Trujillo et al., 2004; Takahashi et al.,
2007].

Bo3moxHO, K KaTeropun abCONOTHO HMMYHHBIX pacTeHUH 1o kinaccuduka-
uun [1.J]. BepaepeBckoro MOKHO OTHECTH pacTeHUsI, 00Ia1aolye peecCuBHOM yc-
TOWYMBOCTHIO K BUpycaMm. OHa KOHTPOJIMPYETCS PELlECCUBHBIMU F€HAMHU B OTIMYNE
OT YCTOMYMBOCTH PACTEHHWH K MaroreHam, OOyCIOBICHHOH (YHKIMOHHUPOBaHUEM
OZIMHOYHBIX JIOMUHAHTHBIX R reHoB. B HacTosiiee Bpemst nuzBectHo Oomnee 30 BUIOB
U COPTOB PACTEHUH, MPOSBIISIONINX PEIIECCUBHYIO YCTOWYMBOCTD K Bupycam [Diaz-
Pendon et al., 2004]. MexaHu3m peLieCCUBHOM YCTOWYMBOCTH OKA HE U3BECTEH. P.
@pazep [Fraser, 1990, 1999] npeanoxui aBe runoTe3sl 1ist ee 00bsicnenus. Cornac-
HO IIEPBOU TUIIOTE3€, KaK U B Clly4yae HEXO3SMCKOM yCTOMYUBOCTH, PELIECCUBHAS
YCTOWYMBOCTH 00ECIEYMBACTCS TACCHBHBIM MEXaHH3MOM, KOTJa pacTeHHE JIHIICHO
cneuuduyueckoro (akTopa, HEOOXOAUMOTO JAJIsl PEIUTMKAUMH U (MJIM) TpaHCIIOpTa
Bupyca. [1o BTopoii rumnorese yCTOHUYMBOCTh O0YCIIOBICHA aKTUBHBIM MEXaHU3MOM,
B pe3yjbTare KOToporo o0pasyercsi BAPYCHBI HHTMOUTOP WK (akTop, pacro3Ha-
IOUIUH BUPYC-KOAUPYEMbIE MOJIEKYJIbl U BKIIIOYAIOLIHNI 3alIUTHBIC PEAKIHH; B TOM
cllyyae 4yBCTBUTEIIbHBIE PACTEHHUS COAEPIKAT perpeccop 00pa3oBaHuss HHTHOUTOpA.
Pesynbrars! Hecnen0BaHul PEUECCUBHON YCTOMYMBOCTH PACTEHUN K BUPYCaM IMOJ-
nep>kuBatoT nepsyto runoresy [Ruffel et al., 2002; Ahlquist et al., 2003; Hagiwara
et al., 2003; Nicaise et al., 2003; Tsujimoto et al., 2003].
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II. AMmmyHuTeT pacTeHuii K BUpycam. Jta opMa yCTOHUYUBOCTH 00yCIOB-
JIeHa HEJI0CTYTTHOCTBIO TKaHEeW pacTeHUH Il BUPYCOB, HECMOTPS Ha TO, UTO pacTe-
HUS UIMEIOT HEOOXOJMMbIE KOMIIOHEHTBI JJIsl CHHTE3a BUPYCOB.

A. EcrecTBeHHbI Hecnenu(puyeckuii aHTUBUPYCHBI UMMYHHUTET. [lox
9TO# QopMoii aBTOp MOHUMAJ MIPUCYIILYIO0 BCEMY KHBOMY CIIOCOOHOCTD 3alUTHI OT
OOJILIIMHCTBA BUPYCOB U APYI'MX NAaTOreHOB. PacTeHUS MMEIOT KOMIUIEKC 3allUT-
HBIX CBOMCTB: a) aHTHOMOTHYECKHE CBOWCTBA KMBBIX TKaHEH (HU3LIME U BBICIIHUE
pacTeHus BBIACIAIOT B MPOLECCE JKU3HENCATEIbHOCTH aHTHOMOTHKH, (PUTOHLIUIBI
U JIpyrue BellecTBa, yOMBAIONIME WM YTHETAIONINE MUKPOOPTaHU3MBbI), 0) CHHTE3
WHTUOUTOPOB YYXKEPOAHBIX (PEPMEHTOB, B) 00pa3oBaHHe B MECTaxX MOPAKCHHS BO-
JIOHETIPOHUIIAEMBIX 0apbepoB, COAEPKAIINX AKTUBHBIC BEIIECCTBA (aHTOL[MAHOBHIC
coearHeHHs, PEeHOIBI U JIP.) U U30JUPYIOINX HHPUIUPOBAHHBIE TKAHH, T) HATHYHE
Ha TOBEPXHOCTH PAaCTEHHUH MOKPOBHBIX TKaHEH (KyTHKYia, BOCKOBOM HaleT | JIp.),
1) OT/ICJICHUE PaCTEHUSAMH OTMUPAIOLINX MM OCIA0IeHHBIX OPTaHOB.

b. EcrecrBennblii cnenuguyeckuii aHTHBUPYCHbIN MMMyHUTeT. Heno-
CTYIHOCTb OT/ICIBHBIX PA3HOBUAHOCTEH MM BUIOB pacTeHHH (B Mpeieiax BOCIPH-
MMYMBBIX BUJIOB WJIN POJIOB) JUISl TOPA)KEHUSI BUPYCaMU, ITPEOI0JIEBIINMH HECTIEIIH-
(uuecKknit IMMYHHUTET 3TUX BUI0OB HJIH POIOB PaCTECHH.

a) MAaCCUBHBIN crenn()UIeckuii UMMYHHTET — HEJOCTYIHOCTh PACTEHUH IS
3apakeHUsl BUPYCOM H3-3a OTCYTCTBHSI B NPHUPOJE BO3MOXKHOCTEH KOHTAKTOB BH-
pyca u pacTeHus (Harmpumep, MUIIEBast CICHUaTN3alns HACEKOMbIX-TIEPEHOCYHKOB
BUPYCOB U Apyrue (hakTopbl, MPEMATCTBYIOIINE KOHTAKTy BUPYCOB C KJIETKaMH TO-
TEHIMAJIbHO BOCTIPUMMYMBBIX K HUM PACTCHUH).

0) akTUBHBIN cnenn(UUEeCKUidi UMMYHUTET — HEJOCTYMHOCTh KHBOTO Teja
pacTeHus JUIs 3apakeHUsl UX BUPYCOM WM K€ CHIJIBHOE MOJaBlIEHUE PETPOAYKIIUN
BHpYCa B paCTEHUM, HECMOTPS Ha YCHEUIHbI KOHTAKT BUpPYyCa C )KUBBIMHU TKaHIMH
pacteHus (Hampumep, B pe3yJbraTe 00pa3oBaHUsl aHTUBUPYCHBIX HHTHOUTOPOB).

P. Matero3 [1973] onmpenenuin Takue peakldd YCTOWYMBOCTH PAcTEHHH K
BUpyCaM, KaKk HMMYHHOCTb (pacTeHHs HE 3apa)karoTcsi HU NMPH KaKUX yCIOBHUSX),
YCTOMUNBOCTB K 3apaKeHHIO, CBEPXUYBCTBUTEIBLHOCTD (B MECTE MHOKYIISILIUU Pa3BU-
BalOTCSl HEKPOTHUYECKHE MOPAKEHMSI U B IPyTHE YUACTKH JINCTA BUPYC HE TPaHCIIOp-
THPYETCs), TOIEPAHTHOCTD (BUPYC Pa3MHOMKAETCS U PACHPOCTPAHSAETCS MO TKAHAM
pacTeHus, HO CHMITOMBI 3a00JIeBaHNUs BEIPAKEHBI C1a00), HACJICACTBEHHAS yCTOMN-
YUBOCTb PACTEHUH K HACEKOMY-TIEPEHOCUHKY.

X. Paretnu [Ragetli, 1967] Bbiienui yeTblpe KaTeropuy pacTeHU: 1yBCTBU-
TeNbHBIC, TOJICPAaHTHBIC, CBEPXUyBCTBUTEIbHBIE 1 UMMYHHBIC. B kHHUre Oyner wmc-
MOJIb30BaHa 3Ta KJIacCUPHUKALIUS C HEKOTOPBIMU U3MEHEHUSIMH.

1.1. YyBcTBUTENbHbIE pacTeHUsA

B YYBCTBUTCJIIbHBIX (CI/IHOHI/IMLI, HCIIOJIB3YCMBbIC B JIMTEPATYypEC: BOCIIPUUMYHN-
BBIC, CI/ICTGMHLIG) pacTCHUAX BUPYC PACIIPOCTPAHACTCA U3 IIEPBUYHO 3apPAXKCHHBIX
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KJIETOK 110 PacTEHHIO, XOPOLIO Pa3MHOKAETCS U BBI3bIBACT Pa3HOOOpPa3HbIC CHMII-
TOMBI 3a007eBaHusl. THUIT CHMIITOMOB 3aBHCHT, TJIABHBIM 00pa3oM, OT B3auMOJelic-
TBHS TEHOMOB pacTE€HUsl U BUPYCa, TAK KaK Pa3HbIE BUPYCHI M IITAMMBI BBI3BIBAIOT
pa3IMyYHble CUMIITOMBI Ha PACTEHMSIX OIHOTO BUA, @ OIUH U TOT YK€ BUPYC UHIYLIH-
pyeT oOpa3oBaHNE HEOJMHAKOBBIX CUMIITOMOB Y pacTeHUH pa3HbIX BuaoB. Ha cre-
MIEHb BBIPQXKEHHOCTH CUMIITOMOB OOJIBIIOE BIMSIHAE OKA3bIBAIOT YCIOBHS BHEIIHEH
Cpe/ibl, BO3PACT U COCTOSTHHE MOPa)KeHHOTO PACTEHUS, CIIOCO0 M BpeMsl 3apakeHHs,
MacCHpPOBaHHOCTH 3apa)KEHHs, TO €CTh KOJIMYECTBO BUPYCHBIX YACTHIL, OMABLINX B
pacTeHue B Ipollecce HHOKYIISALUY.

YacTo BCTpeUaromMMCsi CUMIITOMOM SIBJISIETCS. HApyIIEHUE pOCTa PACTEHUI.
Tak, 3apaxkeHue pacTeHHH KapTodelss BUPYCOM CKPYyUMBAHHUS JIUCTHEB KapTodes
BBI3BIBAJIO YMEHBIIIEHNE ACCUMIIAIIMOHHON TOBEPXHOCTH PACTEHHMS, BBICOTHI KYCTa,
yucia u Beca kiryoHei [[lanTioxuna, 1966; Peiipman, 1966; Petidman u ap., 1966;
Mapuenko, [onsuckuii, 1970]. [TonaBienne pocta HaOMONATN B CIydae MOpaxe-
HUS pacTeHHi (haconu BUPYCcOM IOKHOW Mo3auku ¢aconu [Hartman, Price, 1950]
W pacTeHUH KHUTAMCKOW KamycThl BUPYCOM JKEITOW Mo3auku TypHerca [Matthews,
1973]. CpaBHEHHE CKOPOCTH POCTA JINCTHEB 37I0pOBOTO U NopaskeHHoro BTM pacre-
Huii Tabaxka (Nicotiana tabacum L.) moxa3aino, 4To pocT OOJbHBIX JTUCTHEB HAYMHACT
3aMeUIATHCS yxke uepes 2-3 jHs nociie nHoKysiiuu [Novak, 1964].

[Tpu n3yyeHnun BIUSHUS BUPYCHOM MH(EKIIMU HAa POCT ¥ pa3BUTHE PACTCHUI
HEOOXOJMMO YUUTHIBATh UX BO3PACT, TaK Kak OoJiee B3POCIbIE PACTCHUSI U CTaphbIe
JIICThSI MEHbIIIE TTOBPEKIAIOTCS NMPH 3a00JIeBaHUH M TPU3HAKK OOJIE3HH Y HUX Me-
Hee BbIpaxeHbl. 3apaxkenne BTM nuctheB pacteHuii Tabaka JUIMHOH 1,5 ¢M BBI3BI-
BaJIO CHJIBHOE 3aMe/JIEHUE UX pPOCTa, HO IOYTH HE BIUSIIO HAa POCT JINCTHEB JUTMHOM
5 cM [Fraser, 1972]. .I1. Xyaeina [1936] onpenenus yMeHbIICHUE TUIOIIAIN JIUC-
ThEB pacTeHuil Tabaka, nHpuuupoBanubix BTM, Ha 17 % npu 3apakennu uepes 48
cyT 1 Ha 42 % — nipu 3apakeHUH depe3 15 cyT nocie NMKupoBKU pacTeHU. B cBa3n
C YMEHBIIEHHEM Pa3MepOB JHCTHEB MMOHMKAJICS U UX 00muil ypoxkait. CpeaHuii Bec
JUCTBEB C OAHOTO pacTteHus Tabaka cHuzmics Ha 30 %, a mpu Oosiee Mo3IHEM 3a-
pakeHuH TobKo Ha 7 % 1o cpaBHEeHMIO ¢ KoHTposeM [Kokun, 1948]. [Tpu panaux
CpOKax 3apayKeHHsI pacTEHUI COM BUPYCOM MO3aUKU COM ypokail CHIKajcs Ha 75
%, a ipu 6onee mo3aaux — Ha 40 % [Mockoser, bubik, 1971]. OnHo# U3 TpUYUH
MEHBIIINX MOTEPh ypoXkas MpH MO3THEM 3apakeHUH SIBJISETCS, MMO-BUANMOMY, TO,
YTO B CTapbIX PACTCHUSX BHPYC paclpocTpaHsercs MeaieHHee. KiyOuu pacteHui
Kaprodest, 3apaKeHHBIX BUPYCOM CKPYUYUBAHUS JINCTHEB KapTo(deJs B MO3IHUE CPO-
KH, 4acTO He cojiepkanu Bupyca [Broadbent, 1964]. OnHako kauecTBO ypoxKast pu
MO3IHEM 3apakKEHUH MOXKET OBITH XyXKe, yeM pu panHeM. JI. bponoent [Broadbent,
1964] oTmeuas, 4To MOTEPH yporKasi TOMaToB, MHPHUIUPOoBaHHBIX BTM, cHIKanuce,
HO KaueCTBO TOMAaTOB CHJIBHO YXYAIIAIOCH IIPU OoJiee MO3THIX CPOKAX 3apayKCHUSI.

Beuto ycranoeneno [Pavillard, 1953], uyto 3amemnieHue pocra pacTeHuit To-
MaToB, nopaxkeHHbIx BTM, unet B aBe ¢asbl. HauanbHast, cnienuduynas K jaeiic-
TBHIO BHpYCa, COOTBETCTBYET BPEMEHHU PACIPOCTPaHEHHs BHpyca MO PacTEHUIO U
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IIPOSIBJICHUIO TIEPBBIX CUMIITOMOB, TIPUYEM OHA HE 3aBUCHUT OT DKCIICPUMEHTAIILHBIX
ycnoBuil. Bropas (ha3a HaunHaeTCsl ¢ MOMEHTA MTPOHUKHOBCHHS BHPYCa B TEPMHU-
HaJbHYIO MOYKY U XapaKTePU3YyEeTCsl UIU BOCCTAHOBICHUEM HOPMATbHOU CKOPOCTHU
pocCTa, UM JATBHEHIIUM CHUKEHUEM €€ U CHIIBHO 3aBUCHUT OT (DAKTOPOB BHEIIHEH
Cpebl.

Bonpmioii yriepd npuunuHsSET 0JJHOBPEMEHHOE 3apaKEHUE PACTCHUI IByMs H
OoJiee BUpycaMH, IPUYEM CTEIICHb BPSJJOHOCHOCTH CMEIIaHHON MH(DEKIIMK 3aBUCUT
ot couetanusi Bupycos [Caldwell, 1931]. IIpu nopaskeHnu pacTeHH COU pa3iIuy-
HBIMH IIITAMMaMH BUPYCa MO3auKH COU ypoxkail cHuxaiics Ha 8-25 %. Ecmu xe pac-
TEHUs OBbLIM 3aPAXKSHBI €IIIe ¥ BUPYCOM KparmyarocTy 0000B (acoiiu, To CHUKEHUE
ypoxkas ngocturano 80 % [Ross, 1968]. [Ipu cMenaHHbIX HHPEKIUSIX, BBI3BIBAEMBIX
KOMITIEKCOM BHpYcoB kaprodens X+S+Y, X+A+Y, X+M+Y, OonbHbIe pacTeHUs
KapToQesss UMEIIU CUIBHO BBIPAKCHHBIC CUMIITOMBI 3a00JICBAHUSI U CHIIKAIH YPO-
xaitHocTh Ha 50 % u Oonee [3bikuH, 1976]. OnHAKO U3BECTHO SIBJICHHUE BaKI[MHAIINH,
KOTJIa MPEJIBAPUTEIBHOE 3apPAXKCHHUE PACTCHHSI CITA00MAaTOrCHHBIM IIITAMMOM BUpYyCa
MOXKET 3aIIUTUTh 3TO PACTCHHE OT CHJIBHOMATOICHHOTO IITaMMa TOTO € BUpYycCa
[Petidoman, Pomanosa, 1978; Cyxos u np., 1979].

Hekoropsie BUPYCBHI BBI3BIBAIOT 0COOEHHO CHIILHOE TOPMOXKEHUE POCTa, YTO
MIPUBOJIUT K MOSBJICHUIO KapJIUKOBBIX (pOpM pacTeHuil. K HUM OTHOCUTCS BHPYC MO-
3auku 03uMoi meHuibl [Cyxos, 1959]. OnHako gaxe npu MacKMPOBAaHHOUN HH(EK-
LIUU, KOrJa OOJIbHBIC PACTCHUS HE OOHAPYKUBAIOT SIBHBIX IPU3HAKOB 3a00JICBaHUS,
00BIYHO HAOJIOaeTCS He3HAYUTEbHAS 3a1epKKa B pocre. Hanpumep, y pacrenuit
KapTodes, MOPaXeHHbIX YMEPEHHBIMU ITaMMaMH X-BUpyca KapTodels, 3aMeT-
HBIX CHMIITTOMOB 0OJIC3HU HE HAaOJIFO/IalN, HO ypoXKail KiyOHe# ObLT CHUKEH Ha 5-10
% [MbaThi03, 1973].

TopmoxkeHune pocta OOJBHBIX PACTEHUH ONPENEIIeTCS KaK CHUKCHUEM YUCIIa
KJICTOYHBIX JICJICHHI, TaK U MMOJIaBJICHUEM pacTsDKEHUs KieTok [XKypasnes, CaBelb-
eBa, 1973; Gupta, Joshi, 1975]. OGHapy»x)eHO MMajJeHHEe MUTOTHYSCKON aKTHUBHOCTH
B JIUCTBSIX STUMEHSI, 3aPAKCHHOTO BUPYCOM JKEJITOM KapimkoBocTH siumeHs [Russell,
Kimmins, 1971].

[Ipu HekOTOPBIX BHPYCHBIX 3a00JIEBaHUSX HAOIIOMACTCsS OoJiee WIIM MEHEe
paBHOMEpHasl 3aJiepKKa pOCTa BCEX OPraHOB PAaCTEHUS, HO MHOITIA POCT OJHUX Op-
TaHOB MMOJIABJISUICS B 3HAYUTEIIBHO OOJIbINIEH CTENCHH, YeM IpyTuX. [Ipu Menkoruion-
HOCTH BHIITHU (TUTOJIBI €€ OBUIM MEJIKMMHU B PE3yJIbTaTe YMEHBIIICHUS YMCIIa KIETOY-
HBIX JENEHUMN) JUCThS MPOAODKAINA PACTU JOCTATOYHO XOopoio [M»aT1hio3, 1973].
Pacrenus Dactylis glomerata L., 3apasxeHHbIE BUPYCOM MOJIOCATOCTU €KH COOPHOH,
0oJiee MHTCHCUBHO POCIIH B BBICOTY M OOpa30BBIBaJIM MEHBIIE OOKOBBIX MOOETOB,
yem 310poBbie pactenus [Catherall, 1966; Catherall, Griffiths, 1966]. Hanporus,
MHOTOJIeTHUE pacTeHust Lolium perenne L., uHQUIMPOBAaHHBIE BUPYCOM KEITOM
KapJIMKOBOCTHU SITYUMEHS, MEHEE MHTEHCHBHO POCIIM B BBICOTY U OOJIBIIE KYCTHIIUChH
10 CPaBHEHUIO CO 310poBbIMU pacTeHusiMu [Campbell, 1971]. Pactenue npencras-
JIIET COOOM CIOKHYIO T€TEPOrCHHYIO B BO3PACTHOM OTHOIICHUU CUCTEMY C Pa3HON
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IJIACTOXPOHHOM XapaKTePUCTUKOM Ka)J0ro JIMCTa U Jjake OTAEIbHBIX €ro JacTeit
[Ashby, 1950; Maxymowych, 1963]. Yke TOJIbKO MO3TOMY BIHSIHUE BUPYCHOM HH-
(dexuM Ha pa3BUTHE OTACIBHBIX OPraHOB PACTEHHsI MOXKET OBbITh pa3nuyHbIM. Kpo-
Me TOrO, MpH OOBIYHBIX METOJAaX MHOKYJSIHMU U MPH 3apaKCHUU B €CTECTBEHHBIX
YCIIOBUSIX pa3HbIE YaCTH PACTCHUS 3apAYKAIOTCSl HE OJHOBPEMEHHO, UTO eIie 0oJblie
YCIIOJKHSIET BO3/IEHCTBHE BUPYCOB Ha MPOLIECCH] POCTA U pa3BUTHUSA OpraHoB. Takas
HEpaBHOMEPHOCTh Pa3BUTHSA OPTaHOB OOJNLHOTO pacTeHHsS B 3HAYMTEIHLHOU Mepe
00yCIIOBJICHa BUPYC-MHIYLUPOBAHHBIMU HapylICHUSIMH B MeTaboIu3Me, TpaHC-
MOPTE M paclpeieieHUuH Mo pacTeHuto gputoropmoHoB u accumuiatos [Ochs, 1958;
Kocmakoga, 1966; Smith et al., 1968; Bypuesa, TutisaoBa, 1969; XKypasines u np.,
1969; Panopoulos et al., 1972; Bypuesa, Boponkosa, 1973; XKypasnes, ManunoBc-
kuii, 1974; ManunoBckuii, XKypasies, 1976; Manunosckuii, 1977, 1981; Jameson,
Clarke, 2002]. Kpome Toro, He1aBHO OBLIO MOKa3aHO, YTO BUPYCHbIC KOMIIOHEHTBI
MOTYT BJIMATh Ha CUTHAJbHBIC TyTH (PUTOrOopMOHOB. Tak, B pactenusix 4. thaliana,
nHpuurpoBanHeix BTM, BUpycHast perinkasa B3auMo/IeiicTBOBajIa ¢ KOPOTKOKUBY-
mHMHU OelIKaMU-perpeccopamMy TPAHCKPUIIIIMOHHBIX (PaKTOPOB CUTHAIBHOTO ITyTH
AyKCHHOB. DJTO B3aUMOJCHCTBHE M3MEHSUIO JIOKATU3alHI0 W (YHKIHOHHUPOBAHHE
penpeccopoB. Mytant BTM, He cnocoOHBIN K B3aUMOJEHCTBUIO C 3TUMH pemnpec-
COpaMH, BBI3BIBAJI OCIA0ICHHBIE CUMIITOMBI 3a00JI€BaHUsI, XOTS PEIUINIHPOBAJICS
U TPaHCTIIOPTHPOBAJICS MO PACTEHHIO KaK MCXOAHBIM mrTamMm [Padmanabhan et al.,
2005, 2006].

[logaBnenne pocta OONBHBIX pacTEHHH, Pa3MHOKAIOLIMXCS BEreTaTUBHBIM
IyTeM, 4acTO MMEEeT Nporpeccupyroumii xapakrep. Hampumep, pactenus semis-
HUKHU U JIyKOBHUIIBI TIOJIBIIAHOB, 3apakeHHbIE BUPYCaMH, TOJl OT T0Jja CTaHOBUJINCH
Menbae [MaTeio3, 1972]. [lonaBnenne pocta MOXET MPOSIBIATHCS U TO-UHOMY. Tak,
KIIyOHHU KapTodesi, 3apaKeHHOT0 X- WIH Y-BHPYCaMH KapToQelis, a TAKKE CMECHIO
9THX JIBYX BHPYCOB, IpOpacTany Ha 3-5 [Hel paHblie 300pOBBIX U OOIBHBIE pacTe-
HUS B TEUEHHE MEPBBIX JBYX HeEJEeNIb POCIH ObIcTpee, YeM KOHTPOJIbHBIC PacTEeHHS
(ecmu cyauTh 0 POCTE MO YITMHEHHIO CTe0IsT), HO Ha OoJiee MO3THUX CTaIusIX pa3Bu-
THSI CKOPOCTB pOCTa Oblia BBIILIE Y 310POBBIX pacTeHuit [Jaros, 1971].

[Tpu HeKOTOPBIX 3a00IEBAHUSIX POCT JUCTOBOW TUIACTMHKU MOXKET OBITh TOU-
TH TIOJHOCTBIO mojaBiieH. Takoit 3exT BhI3bIBAIO 3apakeHHE pACTEHHH TOMAaTOB
CMECBhIO BUPYCOB TabauHOW M OrypeuHoi Mo3auk [MaThio3, 1973]. Onnaxo, B psiae
cllyyaeB IpH 3a00JIEBaHUU YBEITMYUBAJIACH TIOLIA (b JIUCTHEB, IPUYEM 3TO, BUANMO,
HE pe3ynbTaT CTUMYJISIMH, @ BOCCTAHOBIIEHHSI POCTA, TaK KaK K MOMEHTY 3apaskeHHs
9TH JIUCTBS yXKE 3aKOHYMIN CBOH poct [Stein, 1962]. Onucansl nogoOHbIE U3MEHE-
nus B cunteze PHK B nucThsax pacrenmii Tabaka, nHdunupoanusix BTM [Kubo,
1966]. B atux ombitax HOBooOpa3oBanue PHK Habmionanock Tonbpko npu 3apake-
HUU CTaphIX JUCThEB. PaHee Takyro KapTHHY OTMEUalH B OIBITAaX Ha KieTkax Hela,
rje noanosupyc uaayunposai cunre3 PHK B knerkax, mpekparuBumx cBoii poct, 1
MOJIABJISLT €T0 B pacTynux kietkax [Ackerman et al., 1959; Salzman et al., 1959].
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BupycHoe mopaxeHne pacTeHMH MOXET COINpPOBOXKAATHCS MECTHOM rumep-
iasuedl. Hanpumep, npu Mo3an4HbIX 3a00J€BaHUSIX YaCTO MPOUCXOIUT HEpaBHO-
MEpHBII POCT JMCTOBOM IUIACTUHKH, Kpasl JINCTa CKPYUMBAIOTCS U MMEIOT Hempa-
BUJIBHYIO popMy. B pesynbrare HECOOTBETCTBEHHOTO POCTa KHJIOK M IPYTUX TKaHEH
JIUCTHEB BO3HUKAET MOPIIUHUCTOCTD JINCTHEB, XapaKTepHas JUIsl MHOTUX BUPYCHBIX
3a0oneBanuid. MHOTA runiepria3us BeIpakaeTcsl B 00pa3oBaHUU PHALMK (BBIpOC-
TOB) Ha BEepXHEH MM HIKHEH MOBEPXHOCTSIX JUCTa (0OBIYHO Ha JKUIIKAX). DHALUU
MOTYT 00pa30BBIBaTHCS B TaKMX KOJIWYECTBAX, YTO COCTABISIIOT OCHOBHYIO Maccy
nmuctoBoi TkaHu. [Ipu 3a0oeBaHNM JIepeBbEB Kakao, HOCSIIEM Ha3BaHue aedop-
Maluu mo6eros, HaOMIONAIOCH MECTHOE pa3pacTaHue KCUieMbl B cTebine [boyneH,
1952]. JlokaneHOE pa3pacTaHue TKaHH, 0COOCHHO B KOPHSIX, XapaKTEepHO AJisi 0oie3-
HU paHeBbIX omyxosield. CUMITOMBI 3TOTO 3a00J€BaHUsl — YPOJACTBO JIMCTHEB, HE-
MPaBUWIBHOE pAacUIMPEHUE HIDKHEH MOBEPXHOCTH KHJIOK, 00pa30BaHUE SHAIMK Ha
JHUCTBAX U omyxoJeil Ha kopHsax [Black, 1945]. Bupyc paneBbIx omyxoseil KieBe-
pa MHAYIHPOBaI 00pa30BaHUE OMyXOJeH y MOpakKeHHBIX pacTeHuil kiesepa [Lee,
Black, 1955].

[Tpu BUpyCHBIX 32001€BaHUAX MPOUCXOIAT HAPYILICHHUS B IBETCHUHU U TUIOJ0-
HOIICHUH YyBCTBUTENBHBIX pacTeHuid. [Ipu 3apaxkenuu pacrenuit Vicia faba L. Bu-
PYCOM CKpyYUBaHUS JIUCTHEB (Pacosu Bce BETKH OTaJalli, HOBBIE HE PacIlyCKaJIHCh,
a B yIKe 3aBsI3aBIINXCS [UI0/1aX 00pa30BhIBaIMCh Menkue cemena [[mboc, XappHucoH,
1978]. ¥V pacrenuii prca ¢ CHMOTOMaMH IITPUXOBATOCTH 00Pa3yIOIIUECs] METEIKH
4acTo 0CTaBaNIUCh cTepuibHbIMU [Petidman, [Tunckep, 1973]. ¥V oBca, mopaxkeHHO-
ro 3aKyKJIMBaHHWEM, METEIIKA He 00pa30BBIBAIIUCH, & €CJIM OHU Pa3BHBAJIMCH, TO KO-
Jocku ObuTH cTepuiibHBIMU [Pa3Bsskuna, 1975]. [lokasano, 4To HBETEHUE U TIOO-
HOILICHUE PACTEHUI ropoxa, MHOUIIMPOBAHHBIX BUPYCOM MO3aMKH rOpOXa, 3aBUCHUT
OT BpeMeHH 3apakeHus. [Ipu 3apakeHuu 70 MOSIBIEHUS IIABHOTO COLIBETHS YUCIIO
LBETKOB B COLBETHHU YBEJINYNBAIOCH, HO OHU OBUIH CTEPUIBHBIMHU, U BETCTaTHBHBIN
pocT pacTeHuit mpoxpomxkaincs. [1pu 3apakeHnun nocine NosBIEHNS COLBETUN B Kak-
JIOM COLIBETUH YBEIIMYUBAIOCH YMCIIO TIONOB [van Steveninck, 1957].

Wrak, BUpycHOE opa)keHUE BbI3bIBAET HAPYIIEHNUS B POCTE U Pa3BUTHH UyBC-
TBUTEJBHBIX pacTeHU. FIHOT1a OHM MOUTH HE3aMETHBI X UX MOYKHO BBISIBUTH TOJIBKO
C ITOMOIIIBIO TIIATENBHBIX HCCIeq0BaHNi. FIHOTIa 3TH HApyILIEHUS CTOIb OUYEBUIHBI,
YTO MOTYT CIIY>KUTh CHMIITOMaMH 3a0oneBaHus. BiusiHue BUPYCOB Ha pOCT U pas-
BUTHE PACTCHUI UMeET CIOXKHBIN XapakTep. Kpome o01iero yMeHbIlIeHHS pa3MepoB
HaOMIOAAI0TCS pa3MUYHbIe TUIBI aHOMAJIBHOTO pocTa. PaznuyaroT 1Ba OCHOBHBIX
TUTIA aHOMAaJIMi: 1) TUmoTIa3us WK nojxasieHue pocra u quddepenuuanuy; 2) ru-
NepIuIa3us Wik U30BITOYHBIN pocT 1 AnddepeHnmanys. Xapakrep 1 pasMepsl Hapy-
LICHUI 3aBUCST OT MHOTUX (PaKTOPOB: CIEUUPUUHOE B3aUMOJICHCTBIE PACTCHUH C
OIIpE/ICTICHHBIM BUPYCOM, BO3PACT U COCTOSIHUE PACTEHUH, CIOCO0 1 BpeMs 3apaske-
HUS, KOJIMYECTBO BUPYCHBIX YACTHIL, TIOMABIINX B paCTEHUE, YCIOBHS OKpYy Katoleit
Cpensl U T.1.
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Kpome 3anepxku pocta aisi O0JIbHBIX UyBCTBUTEIBHBIX PACTCHUN XapakKTep-
HBI ¥ JPYT'He pa3HooOpa3Hble CUMITOMBI 3a00JIeBaHU, CBSI3aHHBIE C W3MEHEHUEM
OKpackH JUCTbeB. [10 BBI3BIBAEMBIM Ha paCTEHHAX CHMIITOMAaM BHPYCHbIE 0OJIe3HH
JIEJIAT Ha JIBE€ OCHOBHBIE TPYIIIBI — MO3aUKH U JKENATYXH. DTO JAEJIEHUE YCIOBHO, TaK
KaK 4acTo OOJIbHBIE PACTECHHSI MOTYT UMETh CUMIITOMBI TOTO M JPYTOTO THUIIA.

[Tpu Mo3amyHBIX 32001€BaHUSIX YEPEIYIOTCS CBETIO- U TEMHO-3€JICHbIC yJac-
TKU TKaHH, 00pa3yIolre MO3anYHyI0 OKPACKY JIUCThEB. [ paHHIIBI MEXy yuacTKaMu
Pa3Horo 1BeTa MOTYT OBITh MOYTH HE3aMETHBI (KaK, HallpuMep, Y PacTeHUH KapTo-
(est, MopaskeHHBIX yMEPEHHOMAaTOTCHHBIMY IITaMMaMu X-BUpyca kaproderst [Ma-
TbI03, 1973]), XOpoIIo BbIpa)KEHHBIMU (HApUMEp, Yy PACTCHUH Tabaka M TOMAaToB,
3apakeHHBIX BTM) min oueHb pe3kuMu (B 9TOM cilydae 3a00JieBaHNE Ha3bIBACTCS
“nectponucTHOCTBIO” [[IbsikoB, 1984]).

OObIuHO HabOMIOAAETCs ONpe/esicHHas BpEMEHHas! 0CIe0BaTeIbHOCTD pa3-
BUTUS MO3AaWYHBIX CHMIITOMOB: MOSBIEHHE XJIOPOTHYHBIX ISATEH, MOCBETIECHHE
KHJIOK JINCTBEB, (DOPMHUPOBAHHE YUACTKOB TEMHO-3€JICHOM TKaHU Ha (oHe 00IIero
MOCBETJICHHUS WM MoXenTeHus auctheB [JKypasnes, 19796]. Beuto orMeueHo, 4To
CHUMIITOMBI TIOSIBIIIIOTCS TOJBKO HA OMPECICHHOM (“‘IepeXOIHOM”™ WU “KpUTHYEC-
KOM”’) JIMCTE ¥ BBILIEPACIIONOKEHHBIX JIMCTHAX pacTeHui Tabaka. Ha muctesx, pac-
MOJIOKEHHBIX HUKE “KPUTHYECKOr0” JIMCTa, CUMIITOMBI He pa3BuBatorcs [Goldstein,
1926]. IlonoxeHune “KpUTHUECKOro” IUCTa 3aBUCUT OT BO3PACTa PACTEHUs, YCIOBUI
MHOKYJIALINY U BHEIIHEH cpejibl. EcM yunThIBaTh MIACTOXPOHHBIN BO3pacT JINCTHEB
[Erickson, Michelini, 1957], To monoxeHue “KPUTUYECKOTO” JIUCTA PACTCHHI Ta-
Oaka crabwibHO 1 paBHO 1-2 LPI [Takahashi, 1971, 1972; Suwa, Takahashi, 1975].
Bce cumnTomsl BHavase pa3BUBAIOTCS B OCHOBAHUM U LIEHTPE JIUCTA. Y CIETYIOMNX
JpYT 32 APYTOM CUCTEMHO WH(HUINPOBAHHBIX JINCTHEB, B KOTOPHIC BUPYC MOMAIaeT
yepe3 MPOBOAAILYI0O CUCTEMY PAaCTeHHs, YMCIO MO3aWYHBIX YYaCTKOB CTAHOBUTCS
BCE MEHBIIE U MEHbIE, HO UX pa3Mepbl yBennduBarorcad [MaTeio3, 1973] n oHn
MIPUMBIKAIOT K JKHIJIKaM BTOPOTO U TpeTbero nopsiaka [XKypasies, 19796].

MexaHu3Mbl 00pa30BaHUsl TEMHO-3€JICHBIX M XJIOPOTHYHBIX YYaCTKOB TKaHEH
B 3apa)KCHHBIX JIUCTHSX MOKA MOJHOCTBIO HE U3yueHbl. ONMucaHue TEMHO-3EJIEHBIX
YUYacTKOB JIJaHO B TIaBe 3. PacuBeTka XJIOPOTHUYHBIX YYaCTKOB BapbUPYET OT OEJI0ro
JI0 3€JICHOBATO-XKEJTOrO IBETa B 3aBUCUMOCTH OT KOMOMHAIIMU BHPYC — PAacTEHHUE
U YCIIOBUH OKpy>Karoleil cpenpl. Takue n3MeHEeHUs1 B OKpacKe JIMCTheB 00yCIoBIIe-
HBI BJIMSHUEM BHPYCOB Ha COJIEpYKaHNE MUIMEHTOB. MHOTUMH paboTaMH MTOKa3aHO
CHIDKCHUE KOHICHTPALUH XJIOPO(PHUIUIOB B XJIOpOIIacTax y OOJbHBIX pacTeHH [Ha-
npumep, cM. Kokun, 1948; Mateto3, 1973] B pe3ynbTare NOBBIIIEHUS! aKTUBHOCTH
¢depmenra xnopoduinassl [Petersen, McKinney, 1938]. ITpu aTom uctbs mprobdpe-
TalOT KEJATOBATYIO OKPacKy, 0OyCIIOBICHHYIO MPUCYTCTBYIOIIUMH KapOTHHOUAAMHU
u kcanTopmamMu. OZHAKO PU HEKOTOPBIX 3a00JIeBaHUSAX CHUKACTCS COJepKaHue
U 3TUX TUTMEHTOB [M»aTh03, 1973]. XJopo3 NHUCTHEB HE BCETNA COMPOBOXKIACT-
csl merpananueit xjopormnactoB. Tak, mo nanaeiM P. MaTbroza [1973] «3eneHbie»
LITaMMBl BHpYCa KEITOM MO3auKW TypHETICa, CHIKasl COAepKaHHe XJI0poQHiuia B
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JUCTBSAX KUTAHCKOM KalyCThl, HE BIMSUIM Ha COCTOSIHUE XJIOPOIIACTOB, a «OeIIbIii»
LITaMM BBI3BIBAJI JIeTpaalliio TPaH XJIOPOIIacToB. PazpylieHne X1opomiactoB Mo-
XKeT ObITh 00YCJIOBICHO MEXaHMYECKUMH NMPHUYMHAMHU M3-32 HAKOIUICHUS BHUPYCOB
B XJoporiactax. Tak, ObUIO BBIBICHO OTIOXKeHHE Oenka odonouku BTM B crpo-
Me U MeMOpaHHOH ¢pakuun xiopormiactoB [Reinero, Beachy, 1986]. B ombiTax co
mTaMMaMy 1 MyTaHTaMu, 110 Pa3HOMY BIHSIFOIIMMH Ha OKPACKY JINCTHEB, OBLIO TO-
Ka3aHo, YTO 3aMEHBI WU JICTICUH aAMHUHOKHUCIIOT B Oeyike 00OJIOUKH CKa3bIBAIOTCS
Ha pa3BuUTUH XJiopo3a [Wittmann et al., 1965; Dawson et al.,1988; Lindbeck et al.,
1992; Shintaku et al., 1992; Banerjee et al.,1995], HO kak 3TO IPOUCXOIUT ITOKA HE
sicHo. Tem Oonee, 4To OETTOK 0O0IOYKU MOXKET HAKAIJIMBATHCA HE B XJIOPOILIACTAX, a
B Apyrux koMmmnaptmenTax kietku [Lindbeck et al., 1991].

Mo3zanuHble CUMOTOMBI XapakTEepHbI ISl ABYIOJBHBIX PACTeHUH. Y OTHO-
JIOJBHBIX PACTEHUH BHPYCHI BBI3BIBAIOT 00pa3oBaHME MOJIOC WK IUTPUXOB, HMEIO-
mux 0oJiee CBETNIBI OTTEHOK MO CPaBHEHHIO C OKPY)Kalollel TKaHBIO M Pacroio-
KCHHBIX TMapajulesIbHO JUIMHHON ocHu nucta. MHoraa 3Ty monockl ObIBarOT 0eoro
WM JKEJTOTO IIBETA.

[Tpu sxentyxax HaOmonaeTcs oo1ee MOKEITCHHE JTUCTHEB, YACTO COMPOBOXK-
Jarorieecst qeopMareil BCero pacTeHus UM OTIENIBHBIX €0 OPraHoB (CKpy4HBa-
HUE JIHCTHEB, KyCTUCTOCTb, KAPIUKOBOCTD).

[Tpu HEKOTOPBIX BUPYCHBIX 3a00JICBAHUSAX HA JIMCTHAX Pa3BUBAIOTCS KOHIICH-
TPUUYECKUE KONbLA HenpaBUILHON Gopmbl. OHU 00pa30BaHbl U3 MOJIOC MOXKEITEB-
el TKaHW WM BO3HHMKAIOT B Pe3yJbTare TMOENH MOBEPXHOCTHBIX CJIOEB KIETOK,
YTO MPUBOJUT K MOSIBIEHUIO Y30pa, HAIIOMUHAIOIIET0 IPaBUPOBKY [MaThI03, 1973].

PazButie cumnToMoB 3a00J€BaHUS 3aBHCUT OT (PAKTOPOB BHEIIHEH Cpebl.
[ToBbIIeHHME TeMIEpaTyphbl MPUBOJUT K OCIA0ICHUIO CUMIITOMOB — TaK Ha3bIBaeMast
“TeruIoBasi MaCKUpOBKa CUMITOMOB”. Mo3anka Tabaka MacKUpyeTcs IpH TeMIiepa-
Typax Hioke +10°u Bpime +30° C. [Ipr HeKOTOPBIX 3a00JIEBaHUSX, HAIPUMED, YEPHOI
KOJIBLIEBOW MSATHUCTOCTH KAITyCThI U KEITOW KapJIMKOBOCTH KapTOQEsi, CHMITOMBI
3a00JIeBaHHsI MACKUPYIOTCSl IPU MOHWKEHHBIX TemIileparypax (Menblie +16°C) u
pa3BuBarOTCsA B TshKENI0H popme mpu Temmeparype Boie +28° C [pskos, 1984].

BnusiHne MHTEHCHMBHOCTH W MPOJOJKUTEIBHOCTH OCBEICHHMS HA CTEICHb
MIPOSIBIICHUSI CHMIITOMOB 3a00JI€BaHMSI MOKET OBITH PA3TUUHBIM [Tl pa3HBIX KOMOU-
HalMi BUpYyC-pacTeHne. BpicoKas MHTEHCUBHOCTh CBETa MOAABIsIa 00pa3oBaHUE
oryxoJiell Ha cTeOJIsIX U KOPHAX PAaCTeHUH KaKao, MOPaKeHHBIX BUPYCOM Aedopma-
nuu mo0eroB gepesa kakao [Asomaning, Lockhard, 1964]. [lyis MHOTUX BUPYCHBIX
3a00JIeBaHMI XapaKTepHO OociablIeHrue CUMIITOMOB OOJIE3HU PH 3aTeMHEHUH [ [{bsi-
koB, 1984]. BeipamuBanue O0JIbHBIX PACTCHHI B YCIOBUSAX IMOCTOSHHOTO eduiiuTa
BOJBI IPUBOAMIIO K OCJIA0JICHUIO MO3aWYHBIX CHMIITOMOB 3a0osieBaHHl [MATbhI03,
1973].

CMermanHoOe 3apa)keHUe pacTeHH 0OBIYHO COMPOBOXKIAETCS OOJIee TAKEIbI-
MU CUMIITOMaMH 3a00JIeBaHus, YeM MTPU MHOUIIMPOBAHUU KaXKIbIM BUPYCOM B OT/Ie-
abHOCTU. Harmpumep, BTM BbI3bIBacT pasBUTHE MO3aUYHBIX CUMIITOMOB Y PACTCHUMI
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TOMAarToB, a pU coBMecTHOM 3apaxkeHnu BTM u X-Bupycom kaprodens hopmupy-
IOTCSI XOPOILIO BBIPKEHHBIE CUMITOMBI MOJIOCATOCTH. X- U Y-BUPYCHI KapTodens
BBI3BIBAIOT 0 OTACIBHOCTH y PACTEHUH KapTodesi KpaniaToCcTh JIUCTHEB U claboe
MTOCBETIICHUE JKUJIOK JINCTHEB, HO COBMECTHOE 3apa)KeHHE dTUMH BUpyCaMH IpH-
BOJIMJIO K HEKPO3y KHIIOK JIMCTheB [MaThi03, 1973]. 3apaxkeHue pacreHuil Tabaka
u ToMaroB X-BupycoM Kaprodens B npucyrctBur BTM nnm Y-Bupyca kaprodens
YCHJIMBAJIO Marojoruyeckoe neiictBue X-pupyca KapTodens U ero pernpomyKIHio
[Crodenko, Kyuraupenko, 1974; Ross, 1959; Goodman, Ross, 1974]. Unokynsius
X-BUpYCOM KapTodensi pacTeHUH Tabaka, cuCTeMHO nopaskeHHbIX BTM, BbI3bIBaIIO
oOpazoBanue HeKkpo30B [Sadasivan, 1940]. YV Bocnpunmuussix k BTM u X-Bupycy
kaprodenst pacTeHui kKapTodens cMemanaas HHPEKIHUSI STUMH BUPYCaMH CTUMYIIU-
poBaia o0pazoBaHUE HEKPO30B HA MHOKYJIMPOBAHHBIX JTUCTBSX, IPUYEM ITOT (eHO-
MEH 3aBHCEJ OT KOHIIEHTPAIUX 3TUX BUPYCOB B MHOKYJIIOME, a HE OT BUPYJIECHTHOCTH
mramma X-Bupyca kaprodens [Koanenko u ap., 19846]. CoBmecTHOE 3apaxKeHue
X- 1 Y-Bupycamu kapTtodens pactenuit N. benthamiana Be3bIBano oopa3oBaHue He-
KpPO30B Ha OTPACTAIOIIMX JIUCThAX C MOCIeAyIomel rudensio pactenuid. [lpu sTom
B JIUCTBSX YBEJINYHMBAIACH AKTUBHOCTH (DEPMEHTOB, NPOAYLHUPYIOLUINX PEaKTUBHEIE
(opMBI KHCTIOpPOJIa, © MUTOTEH-aKTUBUPOBAHHBIX poTenHKHHA3 [Garcia-Marcos et
al., 2009].

1.2. TonepaHTHbIE pacTeHusA

TonepaHnTHBIE pacTeHMsI JIETKO 3apakaloTcs U HaKaruimBaroT Bupyc. I1o onpe-
nenenuto X. Parernu [Ragetli, 1967] u P. Matero3a [1973] B TonepaHTHBIX pacTte-
HUSIX BUPYC PACHPOCTPAHSETCS 110 BCEMY PACTEHHIO U HAOIIONAeTCs CPABHUTEIBHO
BBICOKHH TUTP BUpPYyCa B TKAHAX MPH OTCYTCTBUH YETKUX CUMIITOMOB 3a00JI€BaHUsL.
Opnnako JI. HIadep [Schafer, 1971] paznuyai ToiepaHTHOCTh K BUPYCY, KOT/Ia MHTH-
OMPOBAJIOCH PA3MHOXKEHHE BUPYCa, HO CUMIITOMBI 3a00JIeBaHUsl OBbLINM XOPOLIO BbI-
PaKEHBI, U TOJIEPAHTHOCTH K 00JIE3HH, KOTOPAs MPOSBISLIACH TOJIBKO B OCJIA0IEHUH
cuMnToMoB. OTHAKO BO3MOXXKHO U OTCYTCTBHE CHUMIITOMOB 3a0oJieBaHusl U ciadoe
HakoIieHne Bupyca. B miaBe 3 Oymer mokazano, yro m3onsatel BTM (412 u niepe-
YHBIH) MJI0XO HAKAIUIMBAJINCH B pacTeHUsX Tabaka copra CaMCyH U HE BBI3bIBAJIM Y
ATHX PACTEHHUN CHMIITOMOB 3a0oseBaHus [MannHOBCKUH U 1p., 1993a, 1999; Mal-
inovsky et al., 2001].

TonepanTHOCTh pacTeHuii Tabaka copra Ambanema k BTM koHTpommpyer-
Cs IByMsl HE3aBUCHMO PACIIETUISIOIMMHUCS PELECCUBHBIMU reHamu r ut . BTM
[IOPa’kaeT ATU PACTECHUS], HO B TIOJIEBBIX YCIIOBUAX 3aPa’KCHHBIE PACTCHUS BBIIVISISAT
3/IOPOBBIMH, TaK KaK OTCYTCTBYIOT CUMIITOMBI 3a0oneBanust [MaTei03, 1973]. Peak-
LUs pacTeHuit Tabaka copra AmOanema Ha BTM 3aBUCHT OT Temrieparypbl OKpyka-
o1ei cpenbl. Ouu TosepanTHbl Ipu +16-20°C, HO IPU MOBBIIEHHON TEMIIEPATYpE
(+28°C) pa3BuBaIMCh YETKHE CHUMITOMBI 3200JIEBaHUS U COJICPKAHUE BUPYCA B TKa-
HsX ObUIO BhICOKMM [Bjorling, 1966 -mut. mo Kosasenko, 1983, ctp. 101]. Anano-
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THYHBIE PE3YNIbTaThl ObLIN MOTYUYCHBI B HAILIUX OIBITAX C TOJCPAHTHBIMU K U30JIATY
412 BTM [YysH, Crpeko3osa, 1985] pacrenusimu tabaka copra Camcyn. M3omst
412 BTM He BbI3bIBaJ y pacTeHUH BUAUMBIX CHMITOMOB 3aboneBanust nipu 25°C B
ommuue ot mramma OM BTM [Nozu, Okada, 1968]. ITpu 32°C y pacTtenuii yepes
10 cyt nmocne 3apaxenus nzonaroM 412 BTM Ha BepXHHUX JIUCThSIX pa3BUBAJIMChH
CUMITOMBI (MO3auKa JIMCTHEB), TIOXOKUE HA CHUMIITOMBI, BBI3bIBAEMBIE HITAMMOM
OM [ManunoBckuii u ap., 1993al.

1.3. UMMyHHbIe (KpaiHe yCToM4YUBbIE) pacTeHus!

K 3701 KaTeropun OTHOCHIIN pacTeHHsl, KOTOPbIE HE 3apaskaJIuCh MPH JTFOOBIX
ycnoBusx [Mateio3, 1973]. I1o muenuro X. Paretnu [Ragetli, 1967] B uMMyHHBIX
pacTeHHsX BUPYC HE Pa3MHOXAETCs, HE paclpoCTPaHIEeTCs 110 PACTEHUIO U HE BbI-
3bIBaE€T CUMIITOMOB 3a0oneBanus. [lozxe OblIO0 yCTaHOBIEHO, UTO B PACTCHUSX, pa-
HEe CUNTABILUXCSI HUMMYHHBIMH, BUPYC PEHIPOAYLHPYETCS B IEPBUUHO 3apaKEHHBIX
KJIETKaX U NPOTOILIACTaX, U30JIMPOBAHHBIX U3 JIMCTHEB 3TUX pacTeHui [Sulzinski,
Zaitlin, 1982]. b1 npeanoxen TepMuH ‘‘cyOonuMuHaIbHas HHQEKIusS” s 0003-
Ha4yeHusi O4YeHb cIaboro pasMHOKEHHsI BUPYCOB B MMMYHHBIX pacteHusx [Bald,
Tinsley, 1967].

[lo3xe IMMyHHBIE pacTE€HHsI CTaIM Ha3bIBaTh KpaliHE WIIM YPE3BBIYAMHO yC-
toitunBeiMU (extremely resistant) [KoBanenko, 1983]. W.I. Ara6ekoB u FO.JI. [lo-
poxoB [Atabekov, Dorokhov, 1984] na3Baim Takue pacTeHHus (QaxKyIbTaTUBHO yC-
TOWYMBBIMU B OTJIMYME OT UMMYHHBIX PACTCHHUH, HE CIIOCOOHBIX, 10 MX MHEHHUIO,
MOAJICPKHUBATH PEIIPOLYKIIMIO BUPYCa B TKAHAX U MHIAMBHUIYAIBHBIX KIICTKAX.

B nacrosee Bpemsi copMyaIMpOBaHO TPU KPUTEPHS LISl OLPEICIICHUS Kpaii-
HEH yCTOMYMBOCTH pacTEHHUH K BUpyCcaM: JIOKAIU3aLUs BUPYCa B IEPBUUHBIX HH(EK-
LUOHHBIX MECTaX, OrPaHUYCHHE BUPYCHON PENPOLYKIUNH U OTCYTCTBHE UM OYCHb
ciraboe mposiBIieHrne cuMIToMOB 3a0oneBanus [ Valkonen, 1994; Barker, 1996].

B mnaBe 4 mpeacraBieHbl pe3yabTaThl SKCIIEPUMEHTOB, CBUACTEIILCTBYIOILUE
0 BO3MOXXHOCTHM TPAaHCIOPTa aHTUreHa (Oejika OOOJIOUKH) BHPYCa MO3aUKU COM
B UIMMYHHBIX K 3TOMY BHUPYCY pacTeHusix cou copra Dewamesume [Canoukuii u
ap., 2002]. Ilpu onpeneneHHbIX YCIOBUAX B MHOKYJIMPOBAHHBIX JUCTbSIX UMMYH-
HBIX pacTeHWd MOTYT (hOpMHUpPOBaThCS MecTHble nopaxkeHus [Koanenko, 1983;
Bendahmane et al., 1999; Camouxwuii u ap., 2002; Baures et al., 2008].

BriepBble MMMYHUTET KO BCEM H3BECTHBIM LITaMMaM X-BUpyca KapTodes
ObLT OOHApYKEH Y THOPUAHOTO cestHIa KapTodhenst Solanum andigenum Juz. et Buk.
USDA 41956 [S. andigenum f. villaroella x (®noyp6omn x Apyctyk Yonnep)]. Ero
YCTOMYMBOCTH KOHTpoNupyercs reHoMm Rx [Jlanres, [[3aroesa, 1979]. On Obin mc-
[10JIb30BaH VIS OJIyYeHHUsI UMMYHHBIX K X-Bupycy kaprodens copro Tasa u Caxo
[JleGeneBa u mp., 1978]. DTu aBTOPHI MMOKA3aIH, YTO IMPHU CEJICKIIUMUA HA YCTOWYH-
BOCTb K Y-BUpYCY KapTogesis MoJe3HO NPUMEHATh B KaY€CTBE UCXOIHOIO Marepu-
ana nmukui Bug kaprodens S. chackoense Bitt. IMMyHUTET pacTeHUI 3TOTO BUIA K
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Y-Bupycy kaproens KOHTPOIUpPYeTCsi JOMHHAHTHBIM reHoM Ry [Jlanrtes, J{3aro-
eBa, 1979]. YV nuxoro Buna kaprodens S. acaule Bitt Oblin BISBICHB IMMYHHBIC
muHun K X-Bupycy kaprodens [Ross, 1966; Jlebenesa, 1971; Jlantes, [3aroesa,
1979; JleGenena, Jlebenena, 1983]. V pacreHuii 3Toro Bujja UMMYHHasl, CBEPXIyBC-
TBUTEJIbHASL M TOJICPAHTHAS Peakunu K X-BUPYCY KapTodeis onpeaesstorcs auie-
nomopdHoii cepueit u3 4 reno (Rx, Rxn, Rxs, rx). ['eH Rx onpenensier UMMYHUTET,
Rxn — peakuuio cBepXuyBCTBUTEIBHOCTH, RXS — TOIEPAHTHOCTD U 7X — BOCIIPUHM-
YUBOCTb. XapakTep JOMHHHUPOBaHUS: RX>Rxn>Rxs>rx (AMMYHHUTET JAOMHHHUPYET
HaJl CBepX4uyBCTBUTEIbHOCTHIO) [Jlanres, [3aroesa, 1979]. S. acaule Obin ucnons-
30BaH IIPH BBIBEJCHUM UMMYHHBIX K X-BUpYCY KapTodens coproB Aunet u Cadup
[Ross, 1966]. PacTenust 3Tux AByX COPTOB HE 3apa)kaJIuCh B MPUPOJHBIX YCIOBHSIX
U B 9KCIIEPUMEHTE HU OJHUM M3 HCIOJIBb30BaHHBIX MITAMMOB X-BUpyca KapToders
[Dehley, 1974; Ross, 1966; Jlanres, J[3aroesa, 1979], kpome OOJIMBUHCKOTO IITaM-
ma X, . [Moreira et al., 1980]. UmmynHble kK X-BUpyCy KapTodens pacTeHus KapTo-
¢eins 3apakanucs BTM, npruueM u3 pacteHuit, nHOKyaupoBaHHBIX BTM, ObL1 moy-
yeH u30iiT BTM, BhI3bIBaOIIUI CUCTEMHY0 PEAKIIMIO PACTCHHUI JIypMaHa U Tadaka
copta CamcyH 27, CBepX4yBCTBUTEIBHBIX K UcxogHoMy mrammy BTM [KoBanenko
u ap., 19846,8]. OnHako ObLIO TIOKAa3aHO, YTO B MPOTOILIACTAX, U30JUPOBAHHBIX U3
JUCTHEB pacTeHUH KapTo(ess ¢ TeHOM RX M 3apakeHHBIX X-BUPYCOM KapTodelrs,
OJIOKMpOBaHa PENPONYKIHs HE TOJIBKO 3TOTO BHPYCa, HO M JIBYX IPYTHUX HEPOJIC-
TBeHHBIX BUpycoB (BTM u Bupyca orypeunoit mo3auku) [Kohm et al., 1993].
JomunanTheiii ren Ry u3 S. stoloniferum Schltdl. & Bouché Obu1 BBENIEH BO
MHOTHE copra kaprodes 6osee yem 30 JieT Ha3aj U 00eceYrBall yCTOWYMBOCTh KO
BCEM IITaMMaM Y-Bupyca kaprodeins u apyruM notusupycam [Cockerham, 1970;
Jones, 1981; Fernandez-Northcote, 1983; Valkonen, 1994; Chrzanowska, 1995;
Barker, 1996; Hinrichs et al., 1997; Le Romancer, Nedellec, 1997]. OnbiThI 110 CKpe-
LIMBaHUIO UMMYHHBIX U YYBCTBHUTENIBHBIX K Y-BHPYCY KapTodens pacTeHui nepiua
MOKAa3aJi, YTO YyBCTBUTEIBHOCTh KOHTPOJIMPYETCS JTOMHUHAHTHBIMH AJJICISIMH, a
YCTOWYMBBIE PACTEHUSI IMEIOT TOMO3UTOTHBIE perieccuBHbIe amtenn [Cook, 1963].

1.4. CBepx4yyBCTBUTENbHbIE pacTeHUsA

B cBepX4yBCTBHTENBHBIX PACTEHHUSAX BHPYC JIOKAIU3YETCS B IEPBHYHO 3apa-
KEHHBIX M COCETHHX KJIETKaX, KOTOpbIE IMOTrH0aroT, 00pasys JIOKaIbHbIE HEKPO3bI.
OO0pa3oBaHKe JIOKATBHBIX HEKPO30B SBISETCS THIMYHBIM CUMIITOMOM CBEPXYYBC-
TBUTEJIHOM pEaKIUH PACTCHUH B OTBET Ha 3apakeHHe BUpycoM. B pesynbrare
JIOKaJIM3aluK BUpPyca B HEKPO3axX M Pa3BUTHUS YCTOMYMBOCTU B OCTAJIBHBIX YaCTIX
pacTeHusl OHO OCTaeTcsl 3A0POBBIM. BHpycHOe mopakeHue cinado BIHSET Ha POCT
CBEPXUYBCTBHUTENBHBIX pacTeHuil [Gaborianyi et al., 1973]. Ilo obmenpursiToMy
MHEHHIO BHPYC TJIOXO HaKAIUTMBAETCS B CBEPXUYBCTBUTEIBHBIX pacTeHUsIX. B ra-
Be 3 OyaeT MoKa3aHo, 4YTO B TEUEHHE HECKOJIBKUX CYTOK IOCTE 3apa’KeHUsI BUPYCHI
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Pa3MHOXKAIOTCSI B KIIETKAaX YyBCTBUTEIBHBIX U CBEPXUYBCTBUTEIBHBIX PACTCHUH C
OJIMHAKOBOM CKOPOCTBHIO.

Wzyuennto ycTOMYMBOCTH CBEPXUYBCTBUTEIBHBIX PACTEHUH K BHpyCaM TOC-
BSIIIGHO OTPOMHOE YMCIIO MyOnukanuii, HaduHas ¢ pador @.O. Xonmca [Holmes,
1929, 1931, 1938, 1954]. On nepBbIii omucal JOKaNIbHbBIE HEKPO3bI, BHI3HIBACMEIC
BTM, u mokasajn, 4T0 yCTOWYMBOCTH CBEPXUYBCTBHUTEILHBIX PACTEHHH Tabaka K
BTM koHTponupyeTcsi ONHUM JOMUHAHTHBIM T€HOM /N, HOCHUTENIEM KOTOPOTO SIBIIsI-
1oTcs pactenust N. glutinosa L. DTOT reH onpeneseT cBepXuyBCTBUTEIBHYIO peak-
LUIO pacTeHUH Tabaka Ko BceM m3BecTHBIM mTamMmaM BTM. T'en N umeercst Takxke
B pacrenusix N. repanda Willd., N. gossei Domin., N. suaveolens Lehm. [Valleau,
1952]. I'en N, BbIJieNIEHHBIN U3 pacTeHUH Tabaka U BCTPOCHHBIH B TEHOM pacTEHHM
TOMarToB, YyBCTBUTEIBHBIX K BTM, BBI3bIBaJ CBEPXUYBCTBUTEIILHYIO PEAKIIUIO STHX
TpaHCreHHbIX pacTenuii k mrammy U [Whitham et al., 1996].

Pacrenus N. sylvestris Speg. et Comes, obnanaroniue reHom N', U copra Ta-
0aka, MoJy4eHHBIE C Yy4aCTHEM 3TOTO BH/A, HEOIMHAKOBO pearupyroT Ha 3apakeHHe
pasnuuabiMd mTaMMamu BTM. CypoBbie IITaMMBI BBI3BIBAIOT CBEPXUYBCTBUTEIb-
HYIO PEakKIuio, a IPyrue - 4yBCTBUTENbHYIO [ Valleau, Johnson, 1943; Valleau, 1952;
Siegel, Wildman, 1954; Melchers et al., 1966; Ragetli, 1967; Fraser, 1969; CyxoB u
ap., 1979; Sela, 1981]. BonbmMHCTBO IITaMMOB BUpYyCa OTYPEYHOH MO3aWKU CHC-
TEMHO TOPakaloT pacTeHUs Tabaka MHOTHUX COPTOB, HO IITaMM N BBI3BIBACT y 9THX
pacreHuii oopazoBanue HeKpo3oB [Troutman, Fulton, 1958].

CBepx4uyBCTBHUTENbHAS peaknus pacTeHuil kaprodens S. andigenum P. 1.
258907 x S-Bupycy KapTodessi 1 pacCTeHUH KpacHOTo Mepla K BUPYCY JKeITOH Mo-
3auKku (haconu ompenenseTcss ONMHOYHBIMU JOMUHAHTHBIMU T€HaMM TUNa reHa N
[Jlarites, [{3aroesa, 1979], a y pactenuii TomaroB k BTM aByms renamu: 7m-2 u
Tm-2°[Motoyoshi, Oshima, 1977]. beiio nokasano, 4ro mramm L 1 BTM (omiuya-
eTcs OT UCXOAHOTO mTaMMa L 1BymMs 3aMeHamu B reHe, koaupytomeM oenok 30 K/T)
XOpOIIO pa3MHOKAETCA B PACTEHUSIX TOMAToB ¢ TeHOM 7m-2 B OTIIMYHE OT UCXOJI-
Horo mramma L [Meshi et al., 1989]. Pactenus kaprodens Buna S. demissum Lindl
CBEpX4yBCTBUTEIBLHO pearupyroT Ha 3apaxenue A- u Y-Bupycamu kaprogens. Cuu-
TaeTCs, YTO CBEPXUYBCTBUTENbHAS PEAKLUs 3TUX PACTCHUI K 000MM BUpycaM KOH-
TPONUPYETCSl ONHUM JOMHUHAHTHBIM T€HOM Ny, KOTOPBIHA SIBISIETCS ajieioMoppomM
K reny Na, 00ycJIOBIMBAIOIIEMY CBEPXUyBCTBUTEIBHYIO PEaKLUIO K A-BUPYCY Kap-
todenst. [lopspox nomunupoBanusi: Ny>Na>n [Jlantes, [3aroesa, 1979]. V pac-
TEHHI KapTodensi CBepXuyBCTBUTENbHAS peakus K X-, Y-, A-Bupycam Kaprodens
MOXET KOHTPOJIUPOBATHCS T€HAMH, CLICTUICHHBIMH C T€HAMH, ONPECISIOINME yC-
TOWYMBOCTH MHOTO THIIA K APYTHM BHpYCaM,  COpPTa ¢ TAKMMHU F'eHaMH 00JIaaloT
KOMILJIEKCHOH ycToiumnBocThiO [CKisipoBa, 1972; Marano et al., 2002]. [Teipetino-
MIICHUYHbIE THOPUABI pearupoBaly Ha 3apakKeHHE BHPYCOM IOJIOCATOW MO3aMKH
MIICHUIBI 00pa30BaHUEM HEKPOTHUYECKUX M XJIIOPOTHYHBIX MOPa)KeHHUH, KOTOPHIE
YBEIMUUBAIIUCH B pazMepax /10 MOTHON HEKPOTHU3aUH HHOKYINPOBAHHBIX JIUCTHEB,
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HO BUPYC U3 MIEPBUYHO 3apakKEHHBIX JINCThEB HE TpaHcopThpoBaics [ Pfannenstiel,
Niblett, 1978].

WHTepec K peakuyn CBEpX4yBCTBUTEIBHOCTH OOBSCHSETCS TEM, YTO OHA SIB-
JIIeTCsl OYeHb IIEHHBIM CBOWCTBOM B IPAKTUYECKOM OTHOLIEHHH. Tak, Hampumep,
npobnema 3amuThl pacteHui Tabaka or BTM Obuia pemnieHa, raBHBIM 00pas3oM,
BBEJICHHEM B KYJIBTYPY COPTOB, CBEpXUyBCTBUTEIBHBIX K 3TOMY BUpycy [MoinoBaH,
1979].



2. YCTOUYUBOCTb PACTEHUN
K MEXAHUWYECKOMY 3APAXXEHUIO BUPYCAMU

Bupycsl pactenuii sBISIOTCS BHYTPUKICTOYHBIMU Iapa3sUTaMHu, HO HE MMe-
10T COOCTBEHHOTO ammapara Juisd PEeOoJOICHHUs 3alUTHEIX 0apbepoB M MPOHUKHO-
BEHUSI B KJICTKY PAaCTCHUS-XO35IMHA. DTUM OHU OTIMYAIOTCS OT APYTMX MaTOTCHOB.
Tak, 6akreprodaru criocoOHb HHBEIUPOBATh CBOIO HYKJIEHHOBYIO KHCJIOTY B Oak-
TEpUAIbHYIO KJIETKY. BUPYCBHI TEIIOKPOBHBIX KUBOTHBIX M YEJIOBEKA IOINAAAI0T B
OPTaHU3M XO03SMHA Yepe3 JbIXaTeNIbHbIC IYTH, TUIIEBAPUTEIbHYI0 U KPOBEHOCHYIO
cucTeMbl. BUPHOHBI CBA3BIBAIOTCS C IUIa3MAJIEMMON KJIETOK C IMOMOILBIO MOJICKYII
[JIMKOIIPOTENHOB, PACIOJIOKCHHBIX Ha MOBEPXHOCTH YacTUL], U MPOHHUKAIOT B LU-
TOIUIa3My KJIETOK B NMUHOLMTO3HBIX Be3ukynax [Jlypus, Hapuemn, 1970; pskos,
1984]. I'pubbl 00pa3yrT crenuaIn3upOBaHHBIE OPTaHbl BHEIPEHUS B PAacTEHHUE
— anmnpeccopuu, KOTopele Onarogapsi BBICOKOMY TypropHomy HaBieHuio (Oonee 8§
merarackaieit [Howard et al., 1991]) mexanudecku NMpoHUKAIOT B KiIeTkH. Kpome
TOr0, MHOTHE M3 HUX BBIICISAIOT KOMIUIEKC THAPOIMTHYECKUX (EPMEHTOB (KyTH-
Ha3bl, HEJUTIONa3bl, IEKTUHA3bI, IPOTEa3bl), pa3pyllaloIuX KyTHUKYIY U KICTOYHbIE
cTeHKU. bakTepun Taxoke BBIIEISIOT (PEPMEHTBI, pa3pyLIarolie KIeTOUHbIE CTCHKH,
1 TOKCUHBI (CHPUHIOMULIMH ¥ CHPHUHIOIECTITHH ), 00pa3yrolye IOpPbI B IIa3ManieMMe
[Alfano, Collmer, 1996].

3apakeHHE PACTEHUH BUPYCAMH INPOUCXOIUT C IMOMOIIBIO NEPEHOCYHKOB
(HacexoMble, rpuObl, MAPa3UTUYECKUE PACTEHHS) WM MEXaHUYECKUM IIyTeM uyepes
MOBPEKICHUS 3AIUUTHBIX TKaHEH pacTeHHs W C yYaCTHEM KJIETOUHBIX TPAHCIOPT-
HBIX MeXaHn3MoB. HacekoMoe-nepeHOCUnK BHOCUT BHUPYCHBIC YaCTHILIBI HEIIOCPEI-
CTBEHHO B KJICTKH JIICTHEB WJIM B POBOAIIYIO cUCTeMy. Bupychl MoryT nonazars
13 TOYBBI B KJIETKU KOPHEH pacTeHUH, HAXOAsACh HA IOBEPXHOCTH WM BHYTPU HH-
LUCTUPOBAHHON 300CIOPHI Iprda, IUTOIIa3Ma KOTOPOH MPOHUKAET B KJIETKY KOp-
HSl 4epe3 MOBpeXkAeHHE KieTouHOH creHku. Hanbonee >ddexruBHO nmepenocses
BUPYCHI, pPa3MHOMKAIOIINECS B MOBUJIMKE. JTO pacTeHHUE-Napa3uT o0Opasyer B MecTe
KOHTAaKTa C PAacTEHUEM-XO35IMHOM KOpHEOOpasHble I'ayCTOPUH, COCIUHSIOIIUECS C
MIPOBOAALICH cCUCTEMON X03siMHA. [[0BMIIMKY MCHONB3YIOT B TEX CiIydasiX, Korja He-
BO3MOKHO 33apa3uTh PACTECHUS IPUBUBKOH, MEXaHHUECKUM IyTEM WU C IOMOLIbIO
MEPEHOCUYHKOB.

B 5710ii rmaBe 0cCHOBHOE BHUMaHue OyAeT yAeleHo (hUTOBUpycaM, Iepenaro-
LIMMCSI MEXaHH4YEeCKUM ITyTeM. OHM OTHOCSITCS K pa3HbIM TaKCOHAM U UX BUPHOHBI
HUMEIOT Pa3INyHyI0 GOpMY: HaJOYKOBHIHYIO, HUTEBUIHYIO, N30METPUUYECKYIO U JIP.
To, uro pacTeHus 3apakaloOTCsi MEXaHUUECKUM IIyTeM BUPYCHBIMH YacTULIAMU pa3-
HOW MOP(]OJIOrHH, YKa3bIBaeT Ha YHUBEPCAJIBHBIN XapakTep 3TOro mporecca.

Heo06xonnmo noBpexieHue 3alUTHBIX CI0EB U KJICTOYHBIX CTEHOK JJIsl IIPO-
HUKHOBEHHSI BUPUOHOB B KJICTKM PACTEHHS M WHULMALIMKA MH()EKLHOHHOIO IpO-
necca. Cycnensun BTM ¢ o4eHb BBICOKMM COJEpKaHHEM BHPYCHBIX YaCTHLI, IO-
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MEIICHHBIC Ha HEMOBPEXK/ICHHYIO TIOBEPXHOCTb JINCTA MU WHOUIBTPUPOBAHHBIC B
MEXKJICTHUKH, HE BbI3bIBaNN 3apaxenus pactenuit [Caldwell, 1932; Golinowski et
al., 1981, 1984, 1986; ManmHoBckwuii u ap., 1990].

B cocynax kcuieMbl HH(PUIIMPOBAHHBIX PACTCHUIN 0OHAPYKUBAIH BUPYCHBIC
yactuilsl [Esau, 1968]. Ognako BTM, BBeACHHBIN B KCUJIEMY, HE 3apakajl JIUCTh
YYBCTBUTEJIBHBIX U CBEPXUYBCTBUTEIBHBIX pacTeHuil Tabaka [lllymunosa u np.,
1978], Tak kaKk BBIXOJl BUPYCa U3 KCHJIEMbI B IAPCHXUMY 3aKaHYHBACTCs a0OpPTHUB-
HOW MH(EKIUEH 1 He BhI3BIBACT 3apakeHus TUCTheB [ [lopoxos, 1985]. Onnako JI.A.
PoGeprcy u V.C. Ipaiicy [Roberts, Price, 1967] yaanock nHGUIIUPOBATH HETIOBPEK-
JICHHBIC, TTO-BUIUMOMY, JUCThs (Dacoiiu BUpycaMu HEKpo3a Tabaka M FOKHOU MO-
3auKu Gacoiiu, BBOJS UX Yepe3 KCHIIEMY.

B npupozae MexaHnueckoe NOBpEkKACHHUE 3alIUTHBIX TKAaHEH pacTeHUH pouc-
XOJIUT MPU COMTPUKOCHOBEHUSX JINCTHEB COCETHUX KYCTOB U CEIbCKOX03HCTBEHHBIX
00paboTKax (Mpomnonika, OKy4nBaHHE, JIOMKa JHCThEB Y pacTeHui Tabaka u T.1.). B
IKCIIEPUMEHTE MEXaHWYECKOE 3apayKCHUE MPOUCXOIUT MPHU HAaTUPAHUH MOBEPXHO-
CTH JIUCTHEB MAJIbIIEM, TAMIIOHOM WJIH IITATeIeM, CMOYEHHBIMU HHOKYTFOMOM. [Tpu
3apayKeHUH OOJIBIIOTO0 MAacCHBa PACTEHUH MCIOJIB3YIOT MyJIbBEpU3aTOPhI, pa3OpbI3-
THBAIOLINE BUPYCHYIO CYCIICH3HIO C TOHKO U3MENBIeHHBIM a0pa3uBoM (KapOopyH/I,
KOPYH/I WJTU IICJIUT).

[oBpexxaenusi, oOpasyromyecs Mpu MEXaHHMYECKOH HHOKYISLHH, TOJKHBI
OBITh JJOCTATOYHO MaJIbl, YTOOBI IOPAHECHHBIC KJICTKH He rmorndanu. CKkaHupoBaHUE
MTOBEPXHOCTH WHOKYJIUPOBAHHBIX JINCTHEB UYBCTBUTEIBHBIX M CBEPXUYBCTBUTEIIb-
HBIX pacTeHHii Tabaka ¢ MOMOIIBIO IMEKTPOHHOTO MUKPOCKOTIA [T0Ka3ajio, 4To B pe-
3yJbTaTe CTaHIAPTHOHN MPOLEAYPbl MEXaHWYeCKOW MHOKYISIMU oOpasyercs 1o 100-
200 mukpomnospexaeHuil (auamerp 0,5-3 MKM) HapyKHOH KJIETOYHOH CTEHKH Ha
OJTHY KJIETKY SIUAEPMHUCA, YTO cocTaBiseT okoio 0,1-0,2 % oT Bceil moBEepXHOCTH
knetku [Kypasnes, 1980].

2.1. BnusiHue pasnu4HbIX ¢pakTopoB Ha 3¢hhpeKTUBHOCTb
MeXaHU4YeCKOro 3apaXeHnUs pacTeHun

2.1.1. ®dakmopsbl, cesi3aHHbIe C paCMmMeHUeM-X0351UHOM

BocrpuuMuuBOCTh K 3apa)X€HHUI0 BUPYCaMH HEOJAMHAKOBA y Pa3HBIX pacTe-
Hui. Jlyume nHQUIMPYIOTCS TPaBIHNUCTBIE PACTEHHUS, YeM IPEBECHBIE, JIBYIOJb-
HBIE, YeM OIHO0NbHBIE [[100¢c, XappucoH, 1978]. bonbmioe BiusHue Ha 3P PEKTHB-
HOCTHh MH(UIIUPOBAHMS OKa3bIBAE€T CTPOCHHE TKaHeH pacTreHus. JIMCThs ¢ Xoporro
Pa3BUTHIMH TOKPOBHBIMU CJIOSIMH (BOCK, KYTHKYJA U T.1I.) U KJIETOYHBIMU CTEHKaMHU
0oiee yCTOMYMBEI K MEXaHUYECKOMY 3apa’KEHHIO BUPYCAMHU.

BocnpruMuMBOCTE pacTEHUI K 3apaKEHUIO B 3HAYMTEJIBHON Mepe olpene-
JISIeTCSl MX BO3PACTOM U (DM3MOIIOTUYECKUM COCTOSHHEM. O4YeHb MOJIOZBIE JIUCThS
CBEPXUYYBCTBHUTEIBHBIX PACTEHHH TIIOXO 3apayKaINCh, HO TI0 MEPE POCTa M Pa3BUTHL
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WX BOCIPUMMYHMBOCThH YBEIHUUBAIAChH, 2 3aTEM PE3KO CHMKAJIACh MOCIE JOCTHKE-
HUS JIUCThSIMH MaKCHMaJbHBIX pa3mepoB [boymen, 1952; Schein, 1965; Crowley,
1967; Takahashi, 1972, 1974; van Loon, 1976b; Weststeijn, 1976]. Ananoru4nsie
pe3yabTaThl OBLUTH MOJYYEeHBI HAMHU B OIIBITAX C 4YyBCTBUTEIbHBIMU (cOpT CaMCyH) 1
cBepxuyBcTBUTENBbHBIME (copTa Kecantu Hk, Camcyn 27, Camcyn EN) k BTM pac-
TeHUsIMH Tabaka (Tadm. 2.1). Takas jxe 3aKOHOMEPHOCTh BBISIBIICHA U Y H30JIMPOBaH-
HBIX MPOTOIUIACTOB: YeM OOJIbIIIe BO3PACT PACTCHHUS, U3 JIMCTHEB KOTOPOIO BBIJIC-
JISUTH TIPOTOILIACTHI, TEM HIKE ObLIa WX YyBCTBUTEIBHOCTb K 3aPAKESHHUIO BUPYCOM
[Motoyoshi et al., 1974].

Tabnuya 2.1
Yucno Hekpo3oB Ha 100 cM? MOBEPXHOCTH JINCTHEB Pa3HBIX APYCOB Y pacTeHui Tabaka,
MeXaHMYECKH HHOKYINPOBaHHbIX mTamMmmoM OM BTM, ycrnoBHbBIE € AMHUIIBI
(110 ManunoBckomy, Cesnerkoil, myoauKyeTcs BIICPBBIC)

Howmep Copr

JMcTa CamcyH KcanTu HK Cawmcyn 27 CamcyH EN
2 1,02 +£ 0,04 1,08 £ 0,06 1,10 £ 0,05 1,03 £ 0,04
4 1,24 + 0,03 1,16 £ 0,06 1,18 £ 0,05 1,05 + 0,05
6 1,66 £+ 0,04 1,45 £ 0,06 1,34 £ 0,08 1,39 £ 0,06
8 1,83 £0,05 1,76 £ 0,04 1,56 £ 0,06 1,67 £ 0,06
10 2,08 + 0,06 1,91 + 0,05 1,88 + 0,05 1,89 + 0,05
12 1,43 +£0,04 1,66 + 0,05 1,32 +£ 0,06 1,77 £ 0,07
14 1,12+0,05 1,21 +£0,05 1,14 £ 0,05 1,08 + 0,05

Ipumeuanue. OTcuer MUCThEB Benu cHU3Y. JIucTes 3apaxkanu cycnensueit BTM ¢ xoHueH-
tpamuend 10 MKr/mir. B UCTBSIX 4yBCTBUTENBHBIX pacTeHHH Tabaka copra CaMCyH Terio-
BBIC HEKPO3HI BRIABIUHN 10 MeTomy Jx.A. @ocrepa u A.®D. Pocca [Foster, Ross, 1975b].
B 31011 1 mocnenyomux TabaMIax 4ruciio HEKPO30B BHIPAXKAIN B YCIOBHBIX EIUHMIAX T10
A. KireukoBckomy [Kleczkowski, 1968a].

2.1.2. ®akmopbI eHeuwiHel cpedbl

OcBeuieHHOCTB. PacTeHust, BRIpociire B TEHH, C COYHBIMH OJIETHO-3EJICHBIMH
JUCTBSIMH, JIy4llIe 3apakajiCh, YeM PACTCHHUsI, COJIEpKaBIINecs PH SPKOM CBETE
[u66c, Xappucon, 1978]. BeinepxuBanue pacTeHHH B TEMHOTE WJIHM TPH TOBBI-
LICHHOW TeMmIieparype B TeueHHe 1-2 cyT 0 3apa)KCHUS YBEITUYMBAIIO UX BOCIPH-
MMYHMBOCTh K MEXaHHYECKOMY 3apaxenuto [Bawden, Roberts, 1947, 1948; Costa,
Bennett, 1955; Kimmins, Litz, 1967]. Ilo manaeiMm Y.C. Kummunca [Kimmins,
1967] npenBapuTenbHOE 3aTEMHEHHE TOBBIIIANIO YyBCTBUTEIBHOCTD K 3apaKEHHIO
y 9-12-1HeBHBIX pacTeHHi (acosiu 1 He BIUSUIO Ha 22-24-nHeBHbIe pacteHus. On-
HAaKO KpaTKOBpPEMEHHasi NHKyOalusi paCTeHUH Ha CBETY MOCIIE 3aTeMHEHHS YBEITUIH-
Baja 3¢ (peKTUBHOCTH 3apaxenus [Matthews, 1953; Helms, Mclntyre, 1967a,b].
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BrinepxuBanue pacTeHUi B TEMHOTE cpasy MOCIe 3apayKeHHUs 3aMeIIsIo 00-
pa3oBaHMeE JOKAJIBHBIX HEKPO30B M CHUYKAJIO UX YHCIIO TT0 CPABHEHUIO C PACTECHUSIMH,
cofepkaBiuMucs Ha cBeTy [Bawden, Roberts, 1948; Matthews, 1953; Huguelet,
Hooker, 1966]. Ecnu pacTenus MHKyOupoBanu Ha CBeTy, HO B orcyTcTBuu CO,, TO
nocye 3apaxeHus: 00pa3oBBIBATIOCH CTOJIBKO K€ HEKPO30B, KaK MPH COACPKaHUH
pactenuii B temHoTte [Wiltshire, 1956]. Onnako noereHHas (~ 1%) KOHIEHTpaIus
CO, B BO3/1yX€ B TEUEHHE CBETOBOTO JIHs YMEHbIIIAJIA YMCIO HEKPO30B. Eciu Takoe
BhIcOKOE conepskanue CO, B atMocepe ObLIO KPYIIOCYTOYHO UIIH TOJIBKO B TEMHO-
BOI MepHO/, TO YHCIIO HEKPO30B Y OINBITHBIX PACTEHUH HE OTIINYAIOCH OT KOHTPOJIS
(pacTenus MHKyOMpPOBau npu HopMasbHOM KoHuenTpanuu CO, B Bo3ayxe) [Purohit
etal., 1975].

Temmneparypa. BeiiepxuBaHue cBepXuyBCTBUTEIbHBIX PACTEHUH MPU MOBBI-
LIEHHOHN Temreparype 10 3apa)XeHHs BHUPYCOM IOBBIIIAJIO MX BOCHPHUHUMYHMBOCTS,
YTO BBIPAKAIOCH B 00pa30BaHUM OOJBILETO YKCIIa JIOKAaJIbHBIX HEKPO30B B MHOKY-
JUpOBaHHBIX JUCThsAX [Kassanis, 1952; Gonzalez, Pound, 1963; Helms, 1965]. Ilo
naaHeiM T. Cumomypsl [Shimomura, 1977a] Ha BOCIPUMMYHBOCTD pacTeHHi K Me-
XaHUYECKOMY 3apaKCHHUIO BUPYCOM BIIMSET HE TeMIlepaTypa NpeIbHUHKyOauu pac-
TEHHH, a MepeHoc pacTeHNH B MOMEHT 3apa)keHUs C BBICOKOW TeMIepaTyphl Ha IO-
HWKeHHYI0. OH yCTaHOBMJI, UTO B JIUCTBSAX pacTeHud N. glutinosa, conep aBIInxcs
1o 3apaxxkenuss BTM mpu 36, 30, 25 win 17°C, 00pa30oBbIBaIOCh OIMHAKOBOE YHCIIO
HEKpPO30B, a pacTeHUs, 3apakeHHbIe cpa3y nocie nepeHoca ¢ 30°C na 25°C wnu ¢
25°C na 17°C, Obutn O6osiee BOCIPUUMYHMBEL, YeM PACTCHUS, THKYOUPOBAHHBIC MPH
25°C. B aroii sxe paborte ObIJIO TOKA3aHO, YTO BBIACPKUBAHNE PACTEHHUH 10 3apaxke-
HUS [TpU TOHIKeHHOH TeMneparype (15° C) cHukano 4yBCTBUTEIBLHOCTD JIUCTHEB K
MexaHnyeckomy 3apaxennto BTM. @. Huenxay3 u C.E. SpByn [Nienhaus, Yarwood,
1963] oOHapyxwuu, uro HarpeBanue 70 70°C B TeyeHue 20 ¢ OAHOTO U3 IEPBUYHBIX
JUCThEB pacTeHui paconu copta [IMHTO 3HAYUTENBEHO YBEIHMYMBAIIO YUCIIO JIOKAIIb-
HBIX HEKPO30B Ha JPYroM JIMCTEe, MeXxaHudecku 3apaxkeHHoM BTM. Ecnu nporpe-
TBIH JIUCT yJaJIAIu yepe3 2 MUH Tociie Harpesa, TO MOBBIIIEHHS BOCIIPUUMYHBOCTH
BTOPOTO JIMCTAa K 3apaXCHUIO He HaOmromanu. [leiicTBUe TepMUUeCKOH 00paboTKH
06110 1ocTOBepHBIM B TeueHue 10 4 no u 10 4 mociie HHOKY/ISIIUU. ABTOPHI Mpe-
MIOJIOKHIIM, YTO HArpeBaHHe JEHCTBYET Ha MEXaHU3M, OTBETCTBEHHBIN 32 HEKPOTH-
3alUI0 HH(UIMPOBAHHBIX KIIETOK. Bo3MokHO, TepMuieckas 00paboTka, Tak jKe Kak
U MEXaHHYECKOe TIOBPEXkKACHHUE, BBI3BIBACT 00pa30BaHUE PAHEBOIO CHTHAaJa, KOTO-
PBIit OBICTPO pacIPOCTPAHSETCSI IO PACTEHHIO U BIMSCT Ha YHcIIo nmojucoM [Davies,
Schuster, 1981] 1 LeIOCTHOCTD TIA3MaIEMMBbI Y KJIETOK, PaCcTIONIOKEHHBIX Ha 0OJIb-
IIIOM PacCTOSIHUM OT MecTa noBpexieHus [ Walker-Simmons et al., 1984b]. U3mensist
LEJIOCTHOCTD IUIa3MaJIeMMbl, PAHEBOH CHTHaJl MOXKET CIOCOOCTBOBATH OOJIBIIEMY
MONIOIIEHHUIO KJIETKAMHU BUPYCHBIX YaCTHIl U TEM CaMbIM YBEIHMUUBATh BEPOSITHOCTh
UX 3apayKCHUSI 1 00pa30BaHuUs JIOKAJIbHBIX HEKPO30B.

BnusiHre MOCTHHOKYISIIMOHHON TerIoBOW 00pabOTKM Ha MH(EKIUOHHBIN
MIPOLIECC 3aBUCHUT OT BPEMEHH, MPOIIEANIEro ¢ MOMEHTA 3apaKeHHsl J0 Harpesa-
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HUS JTUCTHEB, TEMIEpaTypsl U JUIMTEIbHOCTH 00paboTku. KpaTkoBpeMeHHOE Mpo-
rpesanue npu 43°C nuctees N. glutinosa L cpasy nocie 3apaxenus mrammoM U
BTM npuBoAMIO K CHIKEHHUIO YHUCIIA JTIOKAbHBIX HEKpo30B [ Wu, Rappaport, 1961].
OOBIYHO BBIICPKUBAHNE CBEPXUYBCTBUTEIBHBIX PACTCHUM MPH MOBBIIEHHOH (pa3-
HOM JIJIsI pa3MUYHBIX KOMOWHALINH BUPYC-PacTeHHUE) TEMIIEPATypPE IMOCIIE 3apasKeHHS
BJIMAJIO HE HAa MX YYBCTBUTEIBHOCTH K 3apa)KCHHUIO, a OJIOKMPOBAIO 00pa3oBaHUE
JIOKaJbHBIX HEKPO30B M CTUMYJIHPOBAJIO PEMPOAYKIHMIO U TPAHCIIOPT BUpYCA.

Boaublii pe:kuM. Pactenust, BBIpOCIINE B YCIOBHSX BBICOKOM OTHOCUTEIBHOU
BIIaYKHOCTH, OBLTH O0JIee BOCHPUUMYHUBBI K MEXaHHUECKOMY 3apakeHHIO BUPYCaMH,
4YeM pacTeHHs, MHKYOMPOBaHHbIC MPH MOHWKEHHOU BiaxxHocTH [Bawden, Roberts,
1948; Tinsley, 1953; Bawden, Harrison, 1955; Yarwood, 1959; Kimmins, Litz, 1967,
Litz, Kimmins, 1971]. DTo 00bsICHIETCS TEM, YTO Y PACTCHHIA, BBIPAIIICHHBIX MPH
HEIOCTaTKE BIIATH, JIUCThSI CTAHOBATCS OoJiee )KECTKUMH M MEHEE UyBCTBUTEIIBHbI-
MU K MEXaHMYECKOW MHOKYIISALUU CyCIeH3UsIMH BUpYcoB [MaTht03, 1973].

Hexotopoe 3aBsaanue (10 15 % noTtepu cbiporo Beca) JIMCTHEB A0 HIIH Cpa3y
MocJie MHOKYJSIMK YBEJIMYMBAJIO WX YYBCTBHTEIBHOCTh K 3apaskeHuio [Yarwood,
1955, 1963; Bailiss, Plaza-Morales, 1980]. [Io muenuto C.E. fpByna [Yarwood,
1973] nonoxuTensHOE ACHCTBHE 3aBSJaHUsl HA BOCIIPUUMYUBOCTD JIHUCTHEB OOBSIC-
HSIETCS KOHIICHTPUPOBAaHHEM BHPYCHBIX YaCTHIl M MOHOB, CIIOCOOCTBYIOIIUX 3apa-
KEHUI0, B MecTe MHpEeKIH. BO3MOXHO, IpU 3aBsiIaHUN YBEJINYUBACTCS COCYIIast
cHJia KJIETOK M TIPY MHOKYJISILIMU BOAHBIMU CYCIICH3USIMUA BUPYCOB MIPOUCXOINT YCH-
JICHHOE TOCTYIJICHHE BOJBI U BUPYCHBIX YacTHll B kKieTku [Goodman et al., 1986].
MeHee MOHITHO yBeTUUEHHE BOCIPUMMYHMBOCTH JIMCTHEB MPH WX MPOMBIBKE BOIOH
cpasy nocie 3apaxenus [Holmes, 1929]. [Ipennonaraercs, 4To MPOMBIBKA JIUCTHEB
CIOCOOCTBYET yaajeHnto HHruouTopoB nHpekuun [Goodman et al., 1986]. Ognaxo,
€CJIM JIUCThS IPOMBIBATh BOAOW MJIM MOTPYKaTh UX B BOAY uepe3 2 u Oojee 4acoB
Mociie MHOKYJSIMU, TO 3HAUYUTEIBHO YMEHBLIACTCS YUCIO JIOKAIBHBIX HEKPO30B
[Allington, Laird, 1954b; Yarwood, 1955].

IuTanue pacrenuii. Pacrenus, nomyyaromye onTuMantbHoe cOaTaHCUPOBaH-
HOE MUTaHKe, OoJiee UyBCTBUTEIBHBI K 3apaKEHHUIO BUPYCAMH, YEM PaCTEHHSI, UCIIbI-
THIBalOLIME AC(PUIUT MUTATEIBHBIX 21eMeHTOB. [IpudeM Gonblioe 3HaYeHNE UMEET
cootHouieHue komnoneHToB. [1o ganueiM @.C. boynena u b. Kaccanuca [Bawden,
Kassanis, 1950] oTcyTcTBHE MM HEIOCTATOYHOE KOTMYECTBO KAKOTO-THO0 dIIeMEeH-
Ta (kanus, Gocdopa, KaablMs UM a30Ta) OTPULATEILHO BIUSIIO Ha BOCIIPUUMYH-
BOCTb pacTEHHH Jake MPU ONTUMAILHOW WM M30BITOYHOW KOHLEHTPAIMK WHBIX
anemMeHToB. OHAKO B APYrux paborax HauOoJbIIas BOCHPUUMUYUBOCTh PACTCHHUM
HabMr01aIach IPU BEICOKOM COZCPKaHUH B MMUTATENbHOMN cpene Gocdopa, KanbLus,
a30Ta M MarHusi, HO HU3KoM ypoBHe Kanus [Allington, Laird, 1954a; Chessin, Scott,
1955; Foster, 1967].
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2.1.3. ®akmopsbl, cesi3aHHbIe C UHOKYJ/TIOMOM

JloGariieHre B MHOKYJIIOM a0pa3HBHBIX MAaTE€pPHAIOB, TAKUX KaK IETUT (Iua-
TOMOBAsI 3eMJIs1), KapOOpyH I (KapOua KpeMHUsI ), KOPYH/T (OKHCh aTFOMHHUS ), TOBBI-
mano 3p¢PEeKTUBHOCTh MEXaHMUECKON MHOKYIISIUA BO MHOTO pa3 [MaTbio3, 1973].
[Tpu TOM OOMNBIIYIO POJIH MIPATH YHCIO YacTHIl adpasuBHOro BemiecTBa [Boyle,
McKinney, 1938] u ux pazmeps [Conti, Locci, 1972 - nut. no Goodman et al., 1986,
p- 3]. Ha undekunoHHOCT, HHOKYITIOMA TIOJIOKHUTEIBHO BIMSITH JABY3aMEICHHBIN
(dhochopHokucbIif Kanuii (koHeuHast koHIeHTparus 0,02 - 0,1 M B 3aBUCHMOCTH OT
codetanus Bupyc-pacrenue) [ Yarwood, 1952b; Kassanis, 1953; I'n66c, Xappucos,
1978], 6enronurt [ Yarwood, 1966], Tpucuiukar Marausi (OCHOBHBIN KOMITOHEHT Ie-
nuta) [Hecht-Poinar, Yarwood, 1966; Joshi, Thornberry, 1968], cynbdur [ Yarwood,
1968, 1969], caxapo3a [Kassanis, 1953; Whitcomb, Sinha, 1964; Davis, Whitcomb,
1967; Kypasnes, 19796] u xnopuctsiii Mmarauii [Kado, 1963].

2.2. CTpoeHMe NOKPOBHbIX TKaHen

YcToWYMBOCTh PACTEHUI K MEXaHWYECKOMY 3apaXCHHUIO BHPYyCaMHM, B 3Ha-
YUTEIBbHON Mepe, 00yCJIOBIICHA TE€M, UYTO JIMCThSI MHOTMX PACTCHUH UMEIOT YEThIpe
3aLIUTHBIX CJIOS: SMHUKYTHKYJSIPHBIH BOCK, KYTHKYIY, KyTHHU3UPOBAHHBIN CIIOH C
BKpAIJICHUSIMU BOCKA U MIEKTHHOBBIN CIIOW. Y MHOTHX PacTeHHH KyTHKYyJa HOKpPBI-
BaeT M MOBEPXHOCTH, OOpALICHHBIC K YCTHBUYHOM IIENH U MOLYCTBUYHON Kamepe
[Eglinton, Hamilton, 1967; ®peii-Buccnuar, Mronetanep, 1968; D3ay, 1980], Ho
TaM IJ€ OHA OTCYTCTBYET, HAallpUMEp, B MEXKJICTHUKAX, Hapy>KHas MOBEPXHOCTb
KIJIETOK OOBIYHO KyTHHH3MpPOBAaHA WM CyOepuHH3UpoBaHa [Dcay, 1969]. Yucno u
pa3Mepsl 3alUTHBIX CI0EB IIMPOKO BAPbUPYIOT B 3aBUCUMOCTH OT BHJIA PACTCHUS U
ycnoBuii BHewHeH cpenbl. [loaTomy Habmonaercst pazHooOpasue B CTENICHH yCTOMN-
YUBOCTH PACTEHMH K MEXaHMYECKOMY 3apaXKEHHIO, B CIOCOOHOCTH OrpaHMYHMBAThH
[IPOHMKHOBEHUE BUPYCa B LIUTOIIA3MY KJIETOK.

3aluTHbIC CBOMCTBA MOKPOBHBIX CJIOEB, 0COOCHHO SMMUKYTHKYJISIPHOI'O BOCKA
Y KYTUKYJIbI, 00ycIoBIeHb! X runpodooHocTsio [Denna, 1970; Grout, 1975; Kolat-
tukudy, 1980], mpensaTcTByIOMIEeil KOHTAKTY YKUIKOCTH C JINCTOBOM MOBEPXHOCTHIO.
OTO Ba)XXKHO, TaK Kak IPU MEXaHMUYECKOH Iepenadye B MPUPOAE U B IKCIEPUMEHTE
BUPYCHBIE YaCTHLbI CYyCIICHIUPOBAHBI B KJIETOYHOM COKE MJIM BOTHBIX PACTBOPAX.
Ha npumepe KyTHKybl, H30IMPOBAaHHOM U3 IIOOB TOMATOB, OBUIO MOKA3aHO, YTO
KyTHKYlTa oOiamaer cBoiicTBaMu ciiaboro moHooOMeHHuka [Schonherr, Bukovac,
1973]. Dkcrpakuusi BOCKa OYE€Hb CHJIBHO YBEJIMUYMBAIA MPOHULIAEMOCTh KYTHKYIbBI
1utst Bogbl [ Schonherr, 1976]. B kyTHKyie HIMEIOTCS KaHAITBI, IO KOTOPBIM BOCK TIEpe-
MeIIaeTcs U3 AMHUIEPMaTIbHBIX KIETOK K TToBepxHOCTH JicTta [Mueller et al., 1954;
Hall, Donaldson, 1962; Hall, 1967a,b]. Ix nuameTp mMoxet mocturarb 40 MKM, TO
€CTbh OHM ITPOXOIUMBI IO CBOUM pa3zMepam JUIsl MHOTHX BUPYCHBIX yacTull. OHaKo
9TH KaHaJIbl 3a0WTHI BEIIeCTBOM (BeposATHO, BockoM) [Gerola et al., 1969; Chafe,
Wardrop, 1973; Hall - mut. mo Mateto3, 1973, ctp. 124; Williams, Pickard, 1974] u
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[I03TOMY MaJIOBEPOSITHO, YTO BUPYCHBIC YaCTHUIIBI MOTYT IPOHUKATh B PACTEHUE 110
STUM KaHaJlaM.

[Ton mekTHHOBBIM clIOEM pacrojokeHa snuaepma. OHa COCTOUT U3 AUACP-
MaJIbHBIX KJICTOK, COCTABJISIFOIINX OCHOBHYIO MacCy TKaHH, U 0OJiee CIeIHaIn3UPO-
BaHHBIX KJIETOK, PACCESIHHBIX B 3TOW TKaHU. K 3THM crielnaIn3upoBaHHBIM KIETKaM
OTHOCSTCS 3aMBIKAIOIIUE KICTKU YCTHUI[ U TPUXOMBI (JINCTOBBIC BOJIOCKH) Pa3HOTO
tuna. Kinerounsle CTEHKH 3MHJICpPMaTbHBIX KICTOK Y PAa3HBIX PACTCHUM, a TAKXKE B
PAa3HBIX YaCTSAX OJTHOTO U TOTO XK€ PACTEHUS CHIILHO PAa3JIMYarOTCs 110 TOJIIMHE, HO,
KaK MPaBHJIO, HAUOOJIEE YTOJIICHHBIMU SIBJISIOTCS HAPYXKHbIE CTEHKU. Y MHOTUX
pacTeHU HapyKHBIC CTCHKHU SMUJICPMAIBHBIX KIECTOK WHKPYCTHPOBAHBI KHPOBBIM
BEILIECTBOM — KyTHHOM [3D3ay, 1980].

2.3. CBA3sbiBaHWEe N UHAKTUBaLUSA BMpyca MHOKYJlOMa Ha
NOBEPXHOCTU NIUCTA U B MEXKINETHUKaXxX

KyTukyna u gpyrue 3amuTHble CJIOW Ha IIOBEPXHOCTH JIUCTHEB, a TAKXKE KIle-
TOYHBIE CTEHKH HPEISTCTBYIOT IPOHUKHOBEHUIO BUPYCOB B KJIETKH HE TOJBKO Kak
MeXaHH4YEeCKHE Oapbephl, HO U CBSI3bIBAIOT BUPYCHbBIC YACTHUIIBI, HCKIIOYAs UX TEM
caMbIM U3 WH(EKIIMOHHOrO Tiporecca. [Tpu mexannueckor uHokymsiuu “C-BTM
JIICTHEB UyBCTBUTEIIbHBIX U CBEPXUYBCTBUTEJIBHBIX pacTeHui Tadaka cBoime 60 %
METKH, OCTaBIICHCS B JIMCTHAX IOCIIE IPOMBIBOK, IIPOYHO CBSI3BIBANIOCH C KYTHKY-
Joi. bornbIioe Koinm4ecTBO BUPYCHBIX YACTHL, NPOHUKIINX Yepe3 KyTHUKYIY, ObUIO
ACCOLIMMPOBAHO C KJIIETOUHBIMU cTeHKaMu [Kypagiues u ap., 1980]. B onbitax ¢ mpo-
TOILUTACTaMHU, H30JMPOBAHHBIMH U3 INIOZOB TOMATOB, OBLIO YCTAHOBJICHO, YTO CBSI3bI-
BaHue BTM nepBUYHON KJIETOUHON CTEHKOH, FTeHEpUPYEMOM TPOTOIIACTAMU, OTPHU-
LaTeIFHO CKasbIBaeTcs Ha 3apaxkeHnu mpoTorutactoB [Cocking, Pojnar, 1969].

Metonom paamoaBTorpaduu OBUIO TIOKAa3aHO CBs3bIBaHHE MedeHoro BTM
C HOBPEXkICHHBIMH NPH HATUPAHWU yYacTKAMH IOBEPXHOCTH JIMCTHEB PACTCHUII-
X035€B M Hex03s1eB Toro Bupyca [Herridge, Schlegel, 1962]. B Hammx omnbitax ko-
JIMYECTBO METKH, CBS3aHHOW B XO€ MEXaHMUYECKOI'0 3apa)KCHUs! JIUCTHEB UyBCTBU-
TENILHBIX U CBEPXUYBCTBUTEILHBIX PACTEHUM, 3aBUCeNO OT copepxkanus “C-BTM B
WHOKYIIIOME. YBenndeHne KoHeHTpanuu Bupyca ¢ 10 go 1000 MKr/mit moBsImano
YICNbHYIO PaMOAaKTUBHOCTh JIMCThEB NpuMEpHO B 50 pa3 [ManuHoBckui U ap.,
1996]. OHako, KOTHMYECTBO MPOYHO CBA3aHHON METKH, OIIPEIEIIIEMOM ITOCIe OOMBI-
Ba 3apa)KEHHBIX YYACTKOB JIMCTHEB 10 MCUC3HOBCHUS PAAMOAKTUBHOCTH B CMBIBHBIX
BOZaX, IPH BCEX HCIIOIB30BaHHBIX KOHIEHTpauusx '“C-BTM Obu1o He3HauuTeINb-
HBIM U He npesbluano 2-7 % ot o0uieil paAnoakTUBHOCTH HHOKYMoMa [ Yarwood,
1952b; Kurtz-Fritsch, Hirth, 1967; Shaw, 1972; Mysapox u ap., 1978; XKypasnes u
ap., 1980; ManunoBckuii u ap., 1996].

Mpe1 [ManuHoBcKu U 1p., 1996] He BBISIBUIIM CYILIECTBEHHBIX PA3IMUYUNA MEX-
Iy OJIM3KOPOJICTBEHHBIMHU M CXOIHBIMH II0 CBOEMY CTPOCHHIO UyBCTBUTEIILHBIMH H
cBepxuyBcTBUTENbHBIME K BTM pactennsamu tabaka (copra CamcyH n KcanTH HK)
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B CBSI3BIBAHUM PAJUOAKTHUBHOTO BHPYCa MPU MEXAHUUYCCKOM MHOKYJSIIUU JIUCTHEB.
Ha egunuity miomaan JMCTOBOM MOBEPXHOCTH Y STUX PACTCHUN MPUXOAUIOCH PaB-
HOE€ KOJIMYECTBO CBSI3aHHON METKH.

Ha ocHoBaHuU pe3ynbTaToB OMBITOB MO U3YYCHUIO CBSI3BIBAHUS BUpYCa UHO-
KYJIIOMa C JUCTBSIMU B MPOLIECCE MEXAHUUECKON MHOKYISIIUU MOKHO CHIETaTh Clie-
JYIOIINE BBIBOJBI. BO-TEpBBIX, Majg0 BUPYCHBIX YaCTHUI[ MPOYHO CBSI3BIBACTCS C
JIUCThAMU. BO-BTOPHIX, MpU YBETUYCHUHN KOHIICHTPALUK BUPYCa B UHOKYIIIOME IO-
BBIIIACTCS BEPOSITHOCTh 3(PPEKTHBHOTO B3aUMOJCUCTBUS BUPHOHOB C JIMCTHSIMH,
TaK Kak MHOKYJIIOM paclpenessieTcs 1o JUcTy HepaBHoMepHo [Kontaxis, Schlegel,
1962; XKXypasnes, 19790]. B-TpeTbux, cBA3bIBaHNE BUPYCa HHOKYIIIOMA C JTHCTHSIMH
HE 3aBUCHUT OT PEAKIUU PACTCHUsS HA BUPYCHOE MOPAKEHUE, 4 OMPEICISIETCS] BUIO-
BBIMH O0COOECHHOCTSIMHU PACTCHHS-X0351UHA, B TOM YHCJIC U CTPOCHHEM JINCTHEB.

CymmapHast paJu0aKTUBHOCTH JINCTHEB, MEXaHUUYECKHU 3aPaKCHHBIX MEUCHBIM
BHUPYCOM, CKJIAJBIBACTCA U3 PATUOAKTUBHOCTH BUPYCA, KOTOPBIM MOXKET HHULIUHUPO-
BaTh 3apa)KCHUE, M PAJIMOAKTHUBHOCTH BUPYCa, UCKIFOUYCHHOTO M3 MH()EKIIMOHHOTO
Ipolecca B pe3yibrare HeoOpaTuMOTO CBSI3bIBaHUSI U WHAKTHBAMU. CBsI3bIBaHUE
BUPHUOHOB KyTHKYJIOU U KIETOUHBIMU CTCHKAMU Ha MOBEPXHOCTHU JUCTHEB, a TAKKE
KJIETOYHBIMH CTEHKAMH, BEIXOJIAIIUMHU B MEKKICTOUHOE IIPOCTPAHCTBO, IPUBOIUIO
K IMMOOWJIM3AIUY | JIerpajaluu BupycHbeix yactuil [Gerola et al., 1969; Kassanis,
Kenten, 1978; Gaard, de Zoeten, 1979; lllernnun, 1989]. B MeXKIeTHUKAX JTUCTHEB
KpaiiHe YCTOWYMBBIX K X-BUPYCY KapTodens pacTeHuid kapToders aerpaaaius ya-
CTHII 3TOTO BUPYyCa IMPOUCXOJIUIIA HECKOIBKO OBICTPEE, YeM B MEXKKIICTHUKAX JIUCTHCB
qyBCTBHUTENbHBIX pacTeHui [Golinowski et al., 1981, 1984, 1986]. ABTops! HEe 0OHA-
PYKUJIU IPOHUKHOBEHUSI BUPYCHBIX YACTHUIl B IIUTOIUIA3My KJIETOK M3 MEKKIETOY-
HOTO TIPOCTPAHCTBA, HO HAOIONATH W3MEHEHHsI MTPOTOILIACTA, €T0 OTXOXKJICHUE OT
KJICTOYHOM CTEHKH U MOSBJIICHUE ITYy3bIPEBUTHBIX U MUKPOTYOYISPHBIX CTPYKTYD.

BrisBneHHas ¢ TOMOIIBIO TIEKTPOHHOTO MUKPOCKOIA IETPaIaIis BUPYCHBIX
YaCTHII, CBI3aHHBIX C KJIIETOYHON CTEHKOW, MOXKET OBITh WJIM NIPOYKTHBHOMN JETPO-
TenHu3aueit BupycHori PHK, HeoOxoaumoit st ”HUIMAuy WH()EKIIMOHHOTO MPO-
necca, kak cuntanu [ Faapn u I. ne 3yren [Gaard, de Zoeten, 1979], wiu nHakTH-
Barueit Bupyca. J{7s BEISICHEHHUS 3TOT0 BOIIPOCa HaM¥ ObUTH OTIPEICIICHBI pa3Mephl U
nHpeknnoHHocTh yactull BTM (mtamm OM), HHBEITUPOBAHHBIX B MEKKIICTOYHOE
MIPOCTPAHCTBO JINCTHEB YyBCTBUTEIBHBIX (COPT CaMCyH) U CBEPXUYyBCTBUTEIBHBIX
(copt Kcantu k) k BTM pactenuii Tabaka. DTH OIBITH UMEIH U CAMOCTOSITEIIEHOES
3HAYCHUE ISl TOHUMAHUS MPOILIECCOB, MPOUCXOIAIINX C BUPUOHAMH B MEXKKIICT-
HUKAaX JIUCTHEB. BUPHOHBI MOTYT MOMAAaTh B MEXKKJICTHUKHU B XO/I€ MEXaHUYECKOU
WHOKYJISAIUU TUCTheB. OCOOCHHO BEPOSTHO MONAIaHUE BUPUOHOB B MEIKKICTHHKH
IIPH AKCIICPUMEHTAILHOM 3apPa)KEHUH, KOTJIa UCIIOIb3YOTCS OOJIbIINE 00BEMbI HHO-
kymoma. Kpome Toro, mu3-3a HEKOTOPOTO CXOACTBA CTPOCHUS BHEUIHEH MOBEPXHO-
CTH JINCTA U BHYTPEHHEH MOBEPXHOCTH MEXKKIETHUKOB [Dcay, 1969; D3ay, 1980]
Pe3yIbTaThl 3TUX OIMBITOB MOKHO MCTIONB30BATh IS BRISICHEHUS TIPOLIECCOB, POUC-
XOMSIIUX C BUPHOHAMU MHOKYIIIOMA Ha MOBEPXHOCTH JIUCTHEB MPU MEXAaHUUECKOU
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nHOKYIsinMu. beito ycranosieno [Bapdomnomeesa u ap., 1985a,6; XKypansnes u ap.,
1984; Zhuravlev et al., 1989; ManunoBckuii u ap., 1990], 4T0 B MEKKICTOYHOM
MIPOCTPAHCTBE JIUCTHEB UYyBCTBUTEIBHBIX M CBEPXUyBCTBUTENBbHBIX K BTM pacre-
HUH Tabaka MPOUCXO/INIIA BpeMEHHAsl arperalysi BAPUOHOB: YaCTHUIIbI COCTUHSITNCH
KOHEII B KOHEIl, 00pa3ys arperarbl pa3Hou JUIHHKL. MHOTIa arperaTsl JOCTUT AN pa3-
MEpPOB, COOTBETCTBYIOIIUX JUTUHE 8 BUPYCHBIX YaCTHUIl. 3aTeM HAOIOIaIoCh CHHU-
JKCHHE YHCIIa U Pa3MEepOB MHBEIIMPOBaHHKIX yacTuil BTM B pesynbrare ux jaerpa-
naryu. OTHOBPEMEHHO C Jierpajialiieli BUPYCHBIX YacTHI] YMEHBIIAINCH 00IIas 1
yAelnbHast UHPEKIIMOHHOCTH P00, TaK KaK MHPEKIIMOHHOCTh BUPYCHBIX MPEIapaToB
3aBUCHT OT pa3MepoB yactul [Hulett, Loring, 1965; Powell, 1975]. 3t npoueccsr
[IUTH C BBICOKOW CKOPOCTBIO: YXKe 4epe3 3 4 Mmociie BBEACHUSI BUPYCHON CYCIICH3UU
B MEXKKJICTHUKU MH(EKIIMOHHOCTh BUpyca CHUXkanach Ha 25-30 %, a uepe3 cyTKu
— Ha 60-70 %. CoBOKYMHOCTb MPOIECCOB arperaiuu, Ierpagaliud 1 UHAKTUBALUU
BHUPYCHBIX YaCTHI[ MHOKYJIIOMA MPEJICTABISICT COOON MEXaHHU3M TIEPBUYHON 3aIIUThI
pacTeHUs: OT NPOHUKHOBEHUS MAaTOTCHA.

W3meneHus B pasMepax M MH()EKIIMOHHOCTH BUPYCHBIX YaCTHII, HHBEIUPO-
BaHHBIX B MEKKJIETOYHOE MPOCTPAHCTBO JIUCTHEB, IPOUCXOIUIN C OMUHAKOBOU CKO-
POCTBIO B 4yBCTBUTEIBHBIX (copT CaMCyH) M CBepXUyBCTBUTENBHBIX (copT Kcantn
HK) pacTeHusix Tabaka [ManuHoBckuil u ap., 1990]. CnenoBarenbHO, 3TH pacTESHUS
oOJyiajjaiiv paBHOM CIIOCOOHOCTHIO K WHaKTHBAUU YacTul] BTM B MeXKJICTHUKaX.
DTO CBUJIETEIILCTBYET O TOM, YTO YYBCTBUTEIIBHBIC M CBEPXYYBCTBUTEIBHBIC pac-
TeHUs TabakKa pacroiararT OJIMHAKOBEIM 0 3PPEKTUBHOCTH MEXaHU3MOM IIEPBUY-
HOM 3aIlIUThI, HATIPABJICHHBIM NPOTUB MPOHUKHOBEHUS BUPYCHBIX YACTHI] B KJICTKH
pactenuii. OH oueHb A PeKTUBEH. BbUTO TTOKa3aHO, YTO B IIUTOILIA3MY 3ITUICpPMAaIIb-
HBbIX U ME30(DHIBHBIX KJIETOK IMPOHUKAET TOJbKO OKOiOo 1 % BUpyca WHOKyIOMa
[’Kypasnes u 1ip., 1980].

W3meneHus pazmepoB U WH(EKIIMOHHOCTH BUPYCHBIX YaCTHI, UHbEIIUPOBAH-
HBIX B MEXKJICTOYHOE MTPOCTPAHCTBO JIUCTHEB, MOTYT OBITh O0YCIIOBIICHBI JICHCTBH-
eM (epMeHTOB (MIPOTEeHHA3 U PHOOHYKJIEa3), CBA3aHHBIX C KIIETOYHBIMH CTEHKAMH
WM CeKpeTUpyeMbIxX 1o MHeHuto B. [onmmHoBCKOrO ¢ coaBropamu [Golinowski et
al., 1981] B MeKKJIEeTOYHOE MPOCTPAHCTBO JIUCTHEB IOCIE WHBEKLUUH BUPYCHOM
CYCIICH3UHU. JTO MPEANOIOKECHHE OCHOBAHO HAa pE3ylbTaTaX JKCICPUMEHTOB, B
KOTOPBIX 3K30TCHHBIC MPOTeUHAa3bl U puOoHykieassl (PHKa3bl) BeI3bIBANM arpera-
LU0 WIK JISTPaJalui0 BUPHOHOB. [Ipu 3TOM BHpyC Tepsul CBOKO MH(EKIIMOHHOCTh
Y TIOBBIINIAJACh YCTOMYMBOCTh PACTCHUIN M TMPOTOIUIACTOB K 3apaKCHHUIO BHpYCa-
mu [Franki, 1968; Kaper, Jenifer, 1968; MapteinoBa, Pelidman, 1969, 1971; Bol,
Veldstra, 1969; Tremaine, Agraval, 1972; MapteiaoBa u jp., 1974, 1977; Maprtsi-
HOBa, 1975; Mink, 1975; Hein, 1981; Taniguchi, 1983; von Sydow, Hein, 1983;
Zhuravlev et al., 1983; Ehara, Mink, 1984; Pelidman u np., 1985; TanamkuHa,
1988]. DNEeKTPOHHO-IIUTOXUMUYECKUE HAOMIONEHUS CBUICTEIBCTBYIOT O BBICOKOM
JIUTUYECKOM MoTeHnuane anoriacta [Peynos, 1999]. K anomnacTty oTHOCATCS MEX-
KJIETOYHOE MPOCTPAHCTBO, KJICTOUHAS CTEHKA U MPOCTPAHCTBO MEXKIY KICTOYHOU
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cTeHkoi u miasmanemmoit [Kypcanos, 1976]. I'uaponassl u3 1M30COMaIbHOTO KOM-
MapTMEHTa KJIETOK MOTYT IONaAaTh B amoIuiacT Onarojapsi Be3uKylam, oOpasye-
MBIM TIJIa3MalieMMOM. BBIJIO TTOKa3aHO HAaJIMYUe TAaKUX BE3UKYI B arorJiacTe TKaHeH
pacTeHwuii, mopaxxeHHbIX Bupycamu [Spencer, Kimmins, 1971; Kim, Fulton, 1973;
McMullen et al., 1977; Golinowski et al., 1981; Peynos, 1999]. B cBepxuyBcTBH-
TENBHBIX PAacTeHUsIX Tabaka, 3apaxxeHHbIX BTM miu moaBeprayThX cTpeccam, mo-
BBIIIAJIACH AKTUBHOCTh YETHIPEX AC30KCUPUOOHYKIIEa3 H TPH U3 HUX CEKPETHPOBa-
JIMCh B MEKKJIETOYHOE MPOCTpaHCTBO JucTheB [Mittler, Lam, 1997].

Bosmoxno, Bnusiaue monekyn ¢pepmentoB (PHKa3 u nporennas) na Bupmo-
HBI, B TIEPBYIO 04Yepellb, 0OYCIOBIEHO MX 3JIEKTPOCTAaTUUYECKUM B3aMMOJCHCTBUEM
13-32 Pa3HMILIBI CYMMapHBIX MOBEPXHOCTHBIX 3apa10B. Tak, pH u3oanexrpuueckoit
toukr PHKa3sl paBHa 8,0, a BTM - 3,4. Y pacrenuii pacomnu Obliia 0OHapyskeHa mpo-
TEUHAa3a CO IIEJIOYHBIM ONITUMYMOM aKTHBHOCTH, CBSI3aHHAsSI C KIIETOUHBIMH CTCHKA-
mu [van der Wilden et al., 1983].
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Puc. 2.1. Bnusnue pH Ha npoTeonnTHUECKYI0 aKTUBHOCTh MEKKIETOUHON
XKHJKOCTH, MTOJTYYEHHON U3 JINCThEB pacTeHui Tabaka coproB Camcyn u Kcantu
HK, THQUIBTPUPOBAHHBIX OMIUCTHITUPOBAHHON BOJOH (110 MannHOBCKOMY,

BapdomnomeeBoii, myOImKyeTCs BIIEPBBIE).

O0paboTKka JTUCThEB pacTEHUH Ta0aka KPUITOTCHMHOM (3IUCHTOP YCTOWYH-
BOCTH PacCTCHHU K I'pUOHON MH(EKIUK) BhI3bIBaJIa YBEIMUCHUE SKCIIPECCUU TCHA,
KOJMpYyFolero BHekeTounsle (armorutactHple) PHKaser [Galiana et al., 1997]. beuto
BBISICHEHO, YTO HAOIOIaeMble M3MEHEHUSI MOP(OIOTUN 1 MHPEKITMOHHOCTH YaCTHI]
BTM, unbennpoBaHHBIX B MEKKIJIETOYHOE MIPOCTPAHCTBO JIUCTHEB UYBCTBUTEIbHBIX
Y CBEPXUYYBCTBUTEIIBHBIX pAaCTCHHI Tabaka, ObUIM, B OCHOBHOM, PE3YJIbTaToOM JCi-
CTBUSI BEIIECTB arorriacTa, a He MPOTOIIacTa, KOTOPhIe MOTII OBl B3aUMOJICHCTBO-
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BAaTh C YACTUIIAMU B IIPOIIECCE TOMOTCHU3AIUY JTUCTheB [ManuHoBckuit u ap., 1990].
B MeKKI1eTOUHOM KUAKOCTH YyBCTBUTEIBHBIX (COpT CaMCyH) U CBEPXUyBCTBUTEIb-
HBIX (copT KcanTu HK) pacTeHni Tabaka, HOIXy4YE€HHOH cpasy mocie HHQUIBTpanun
BOJIBI, OblIIa OOHApYKeHa MPOTeHHAa3Hasi aKTUBHOCTH ¢ ontumymoM ripu pH 5,0 (Puc.
2.1). Ecnu B MEXKKJICTOUHYIO )KUAKOCTD TIepe]l onpeaeieHneM GepMeHTaTUBHOM ak-
TUBHOCTHU J100ABIISUIM BOCCTAHOBJICHHBIN IMyTaTHOH (KOHE4Has KoHueHTparus 0,1
%), KOTOpBIN aKTUBUPYET MHOTHE poTenHasbl [Kperosuy, 1986], To ee nporennas-
Hasi aKTUBHOCTb YBEJINYHMBANIACh. JlOCTOBEpHBIX pa3inyuii B aKTHBHOCTHU STOTO (ep-
MEHTa TocIie 100aBIeHus IITyTaTHOHA MEXy TpoOaMHy U3 pacTeHHuid Tabaka COPTOB
Camcyn u KcanTtu HK He ObUTO 0OHapyKeHo (Tali. 2.2).

Tabnuya 2.2
AKTHUBHOCTB IIPOTEHHA3 B MEKKJICTOUHON KUIKOCTH, TTOTYICHHON U3 JINCTHEB 3OPOBBIX
pacTeHuit Tabaka nmociae HHGUIBTPAIIMHA BOJOH, YCIOBHBIC SIMHUIIBI/MIT

(o ManmHOBCKOMY, BapdomomeeBoii, myOIHKyeTCs BIIEPBEIC)

BapuanTtst
Copr
bes myratnona C mryTatnoHoM
CamcyHn 147 +7 242 +22
Kcantu vk 123+2 205+ 19

Tabnuya 2.3
AxtuBHOCTB TipoTenHa3sl 1 PHKa3b1 B MEXKKIIETOUHOM KHUIKOCTH, TOTYICHHON U3 TUCTHEB
pacrenuii Tabaka coproB CamcyH u KcaHTu HK 4yepe3 pasHoe BpeMs [10CiIe MHBEKIINU
cycnienzurt BTM (200 MKr/mit), yCIIOBHBIE €HHUIIBI/MJII
(o ManmHOBCKOMY, BapdonomeeBoii, myOIuKyeTCs BIIEPBEIC)

. Bpewms nocne nnbekuuy, 4
DepmeHT Copr pactenuit
0 24
CamcyH 129+ 15 254+ 10
IIporeunasza
KcanTn HK 114+£9 231+ 16
Camcyn 150 + 24 605 £ 53
PHKa3za
Kcantu nk 183 +11 655 + 47

OTH JMaHHBIE CBUIECTEILCTBYIOT O TOM, YTO B MEKKIETOYHOM IIPOCTPAHCTBE
ATUX PACTEHUI MPUCYTCTBOBAIU MPOTEOIUTHUECKHE (DEPMEHTHI C IMOTEHIHAIIb-
HO OJUHAKOBOW akTUBHOCTHbIO. MHbekuus cycnensun BTM B nucThsl BbI3bIBAjNA Y
pacTeHnii Tabaka 0OOMX COPTOB YBEIMYEHHE aKTUBHOCTH mporenHa3 u PHKaz B
MEXKJIETOYHON YKUIKOCTH (TadI. 2.3), 94TO ABISIETCS, BEPOSTHO, HECTICTU(DUISCKIM
OTBETOM Ha BHEJIPEHHE UYKEPOTHOTO OelKa M OOYCIIOBICHO 3KCTPAIEILTIOISPHOM
cekpenert pepMeHTOB U (WIH) 0CBOOOXKICHUEM (DEPMEHTOB U3 CBSI3aHHOTO C KIle-
TOYHBIMU CTEHKaMH COCTOSIHUS. [[pHCyTCTBYS B KJIETOUHBIX CTEHKAX, 3TH ()ePMEHTHI



Ycemotiyusocmb pacmeHuEl K MexaHu4eCKoMy 3apaxXeHuro supycamu 35

MOTYT MPEMNSTCTBOBATh MPOHUKHOBEHUIO BUPHUOHOB B KJIETKU. BbII0 MoOKa3aHo, 4To
TpaHCTEHHbBIC PACTCHUs Tabaka, IKCIPECCUPYIOIINE I'eH ObIYbel MaHKpeaTHYeCKOn
PHKa3ss1 u obnagaromue mosbiiennoi PHKa3HOM akTHBHOCTBIO B amoriacte, 00-
Jlajany 0oJiee BHICOKOM 110 CPAaBHEHUIO C UCXOJHBIMU PACTCHHUSIMHU YCTONYNBOCTHIO
k BTM [Trifonova et al., 2007]. DTa ycTOHYMBOCTh BhIpaXKaaach B OTCYTCTBUY WU
3aJIepP’KKE Pa3BUTHS CUMIITOMOB 3a00JICBaHMS U B 3aME/JICHUM HAKOILJICHHS BHPY-
ca.

2.4. TMpoHUKHOBEHME BMpYCa MHOKYJIOMa B KNEeTKU pacTeHUN B
npouecce MexaHU4eCKomM MHOKYNALUN NIUCTLEB

[loBperxaeHne 3aUTHBIX CJIOEB Ha MOBEPXHOCTHU JHMCTA MIPU MEXaHHUYECKOM
MHOKYJISILIMU MPUBOIUT K KOHTAKTy BHPYCHBIX YaCTHL C SIMACPMaIbHBIMH U CIIe-
LUAIM3UPOBAHHBIMU KJIETKaMHU. B Hauase mpezanonaraiu, 4to BUPYC MOMNAgacT B
pacTeHue yepe3 TPUXOMbI (JIMCTOBBIE BOJIOCKH). BbUIO yCTaHOBICHO, UTO TPUXOMBI
MOTYT 3apa)kaTbCs W MOJJICPIKUBATh BUPYCHYIO penpoaykuuto [Zech, 1952; Benda,
1956; Hirai, Hirai, 1964]. Ilpu u3yueHun pacrpeneieHus BUpyca Ha MOBEPXHO-
CTH MHOKYJIMPOBAHHOTO JIUCTA C IIOMOLIbIO pajnoaBTorpadguu OblIM 00HApPYKEHBI
CKOIUICHHS BUPYCHBIX YacTHUL] Ha 0a3ajbHBIX HEPErOPOIKAX Pa3pyIIEHHBIX TPUXOM
[Kontaxis, Schlegel, 1962; Herridge, Schlegel, 1962]. Otumu aBropamu ObLI0 TIpe-
JIOKEHO, YTO BUPYCHbIE YaCTHUIIBI, IIONA1asi B LIUTOILIA3My ITOBPEKICHHBIX TPUXOM,
MOTYT I10 IJ1a3MOJECMaM IEPEXOIUTh B HUKEPACIIOI0KEHHbIE KJICTKH.

OpHaKO HeJb3s CYMTATh, YTO ACCOLMALMSI BUPYCHBIX YACTHULI ¢ Oa3albHOH Ie-
PEropoiKoii TPUXOM NPUBOAMT K 3apa’KeHUI0 pacTeHUH. IMeIoTCst SKkCriepuMeHTallb-
HBIC JaHHbIE, CBUACTEJILCTBYIOIIME O TOM, YTO TPUXOMBI HE SIBJISIOTCS] €ANHCTBEH-
HBIM WM IIaBHBIM KaHAJIOM IPOHUKHOBEHHs MH()EKIMOHHOIO Havaja B PACTCHUE.
B 0azanbHBIX KJIE€TKaX TPUXOM MMEIOTCSI OYE€Hb KPYIHbIE LIEHTPAJIbHbIE BAaKyOIIH,
KOTOPBIE COZIEpIKAT PsiJl BELIECTB, CIIOCOOHBIX MHIMOMPOBATh BUPYCH! [MHUpPOCIaBOB,
1959, 1974]. Ilpu noBpexACHUN TPUXOM B IMPOLIECCE MEXAHUUECKONU MHOKYIISLUU
COZIEP’KUMOE LICHTPAJIBbHOM BaKyoJIn W3JIMBaeTcs HapyxKy. Kpome toro, accounupo-
BaHHbIE C 00JIOMKaMH TPUXOM CKOIIJICHUSI BUPYCa MHOKYJIIOMa HAXOIWIIU U B MEXKHE-
KpO3HOM 30HE JINCTHEB CBEPXUYBCTBUTEIHHBIX pacTennii [ Kontaxis, Schlegel, 1962].
CrenoBarenbHO, 3TH BUPYCHBIE YaCTHLIBI HE YYaCTBOBAJIU B 3apakeHUH pacTeHuid. C
[IOMOIIBIO MUKPOXUPYPIUUIECKOM TEXHUKH 3apa)kalld TPUXOMBI, HO 3()(heKTUBHOCTD
3apakeHus ObuIa o4eHb Hu3Koi [Zech, 1952; Benda, 1956]. [IpenBapurensHoe yna-
JICHHE TPUXOM CYIIECTBEHHO HE BIIMSJIO HA PE3YJIBTAThI IOCIIEAYIOIICH HHOKYIISALUH
1 OCTOPO’KHOE HaTHpaHUE JUCThEB PACTeHUN nepua cycnensueii BTM mexny Tpu-
XOMaMH JIOCTOBEPHO HE YMEHBIIAJIO YMCIIO HEKPO30B Ha CIMHMILY IUIOLIAIH JICTA
[Boyle, McKinney, 1937, 1938]. B atux aByx paboTax Takke ObLIO ITOKa3aHO, YTO
KOJIMYECTBO HEKPO30B, 00Pa3yIOMINXCs OCIe MEXaHNIECKOW MHOKYJISILIMHY, HE 3aBU-
CHT U OT YHMCJIa 3aMbIKAIOIIUX KJIETOK YCTBUI Ha AMHULLY IuToany aucrta. Ilosto-
MYy aBTOPbI IPUILLIH K 3aKII0YCHUIO, YTO U1 HHUIMAMH HH(PEKIIMOHHOTO IpoLecca
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HEOOXOMM KOHTaKT BUPYCa HHOKYJIFOMA C 3MUCPMAIbHBIMH KIETKAMH, KOTOPBIC U
SIBIISIFOTCS. OCHOBHBIMU MTEPBUYHBIMH MH(EKIIMOHHBIMUA MecTaMu. H(EKIIMOHHBIM
MECTOM Ha3bIBAIOT YyBCTBUTEIBHBIN YUACTOK JINCTA, CIIOCOOHBIH MOCIIE KOHTAKTa C
BHUPYCOM CTaTh IIEHTPOM Pa3BUTHUS HHPEKIHH.

BeposiTHO, BUpYC WHOKYJIIOMa MOXET IMOMajaTh HETMOCPEACTBEHHO U B Me-
30(HIUT IPH MEXaHUYECKON WHOKYJISILIMY JIUCThEeB. Bbuto TokazaHo, 4To TpedyeTcs
or 1 10 10 4 MOCe MHOKYJISIIUY JIUCTHEB JIJIsl IPOHUKHOBEHUS BUPYCHBIX YaCTHI]
(BTM, Bupyc Hekpo3a Tabaka, BUPYC OTypedHOH MO3anKn) B Me30(pui1 1 oOpa3oBa-
HUS HEKpo30B B oOHaxxeHHOM Me3zogpumie [Uppal, 1934; Yarwood, 1952a; Bawden,
Harrison, 1955; Harrison, 1956; Welkie, Pound, 1958; Kontaxis, 1961; Dijkstra,
1962; Fry, Matthews, 1963; Ehara, Misawa, 1967; Takahashi, 1973a,b; Kasamo,
Shimomura, 1977; Coutts, 1980; Wieringa-Brants, 1981; Peynosa, PeyHos, 1983;
MymunoBa u np., 1983]. Takoe kopoTKoe BpeMsi HEIOCTATOUHO AJISI TOTO, YTOOBI
B ME30(HMJUI TPAHCTIOPTUPOBAJICSI BUPYC, Pa3MHOKUBIIUICS B snuaepmuce. [laxke
B OIBITAaX C M30JUPOBAHHBIMHU MPOTOIUIACTAMH, 3apAKEHHBIMH B YCIOBHUSIX i1 Vitro,
korna 3((QEKTUBHOCTD 3aPAXKCHHS 3HAYUTEIHHO BBIIIC, YUEM B OIBITAX C JIHCThSIMH,
OPUPOCT MHPEKIUOHHOCTH OTMEYascsl MPUMEPHO 4epe3 6 U Mocie MHOKYISLUH
[Kypasnes, 19796]. Ha ocHOBaHMU JaHHBIX, OTYYEHHBIX C TOMOIIBIO PagHoOMe-
tpun [Kypasnes u ap., 1980], onpenenenus WHGEKIHMOHHOCTH SIHACPMAIBLHON
u Me30(puiIbHOM TKaHel (Tabm. 2.4) u comepikaHHsl 3apaXEHHBIX MPOTOIIACTOB B
MHACpMECE U Me30(HIUIE JINCThEB pacTeHnH Tabaka coproB CamcyH u KcaHTtu HK,
MalepUpPOBAaHHBIX Cpa3y MOCJIe MEXaHUUECKOH WHOKY/SIIMY [ManmuHOBCKUHA U p.,
1996], MOXKHO C YBEPEHHOCTBIO MPEATOIIOKUTH, YTO BUPYC WHOKYIIOMA CIIOCOOCH
MIPOHUKATh B ME30(UJIT B XOJIe MEXaHUYCCKON WHOKYJISIIUH JIUCTHEB KaK YyBCTBH-
TEJbHBIX, TAK U CBEPXUYBCTBUTEIBHBIX pacTeHUU Tabaka. Panee meromoM m30mm-
POBaHHBIX MPOTOILIACTOB OBLJIO TIOKA3aHO, YTO B MPOIECCE MEXAaHUYECKOH MHOKY-
JIIUU BUPYC MHOKYJIIOMA IOMaJIaeT B ME30(UILT JIUCThEB, KaK UYBCTBUTEIIBHBIX
pacteHmii Tabaka, Tak U KpaitHe ycToituuBbsix K BTM pacrennii Burasl [Sulzinski,
Zaitlin, 1982].

B cBoux ombITax Mbl OOHAPY)KUBAJIM Cpa3y MOCJE 3apakeHHs JOCTaTOYHOE
JUIsL TOCTOBEPHOTO OMpEJeNICHUsI METOAOM JIOKaJIbHBIX HEKPO30B KOJIMYECTBO HH-
(exroHHOTO MaTeprana B Me3oduiuie. B mepBbie yackl mociie HHOKYJISIIUY HHQEK-
LUOHHOCTH MPO0 U3 AMUAEpPMHUCca OblJIa HECKOJIBKO BBIIIE TI0 CPABHEHUIO ¢ IpoOamMu
13 Me30(uUIa, HO 3aTeM HH()EKIMOHHOCTh BBICEUEK M3 3UACpMHUca U Me30(huia
CTaHOBUJIACH MPUMEPHO paBHOW. MH(pEKIIMOHHBIN MaTepuan, 0OHapy)KHBaeMbIii B
Me3oduiie cpa3y mocie 3apakeHus, 00Jaal BEICOKOH yCTOMYMBOCTBIO K pacTu-
TEJbHBIM HYKJICa3aM, TaK KaK He TepsuUl CBOeH MH(EKIIMOHHOCTH MIPHU BHICTAMBAHUN
TrOMOTEHATOB BbICEUEK M3 Me3oduiuia. Tak, HHPEKIMOHHOCTD “HYJEeBBIX TPOO M3
Me3oduiIIa TMCTheB pacTeHuit copra Kcantu vk yepes 0, 1 u 3 1 BeicTanBanus Oblia
paBna 1,22 £ 0,07, 1,17 £ 0,06 u 1,25 £+ 0,06 ycnoBubsix enunu mo A. KieukoBcko-
my [Kleczkowski, 1968a], coorBercTBeHHO. [107TOMY MOXKHO TIPEIONIOKHUTE, YTO B
Me30(HIIT TTOTIal LeJible BUPYCHBIC YacTHUIIbI, 8 HE JIUIICHHAs: OeIIKOBOH 0001104-
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ku BupycHas PHK, uyBctBuTensnas k PHKazam. He ObL10 BBISIBIIEHO TOCTOBEPHBIX
pasnuuuii B ”HPEKINOHHOCTH P00 U3 JTUCTHEB UyBCTBUTENBHBIX (copT CamMcyH) U
CBEpX4yBCTBUTENBHBIX (copT KcanTh HK) pacTeHuii Tabaka (Tadi. 2.4).

Tabnuya 2.4

WHubeKmmoHHOCTs TKaHeH TUCTheB Tabaka mocie HHOKY suy mrammoM OM BTM u
yAaJIeHUsI AIUACPMHUCA, YCIIOBHBIC SIMHUIIBI

(110 ManunoBckomy, Cenerkoil, myoauKyeTcs BIIEPBBIC)

Bpemsa mexny TkaHb 3aMOpOKEHA NOCIE YIAJIEHUSI dNUAepMuUca
HHOKYILIHCH Copr pacTeHuit cpasy gepes 2 cyT
U yIaJIeHUEeM
snuaepMuca, u Onuaepmuc Mesodur Mesoduir
0 CamcyH 1,61 £0,09 1,35+£0,07 2,46 £ 0,07
Kcantu K 1,57 £0,05 1,22 +£0,07 2,60 + 0,06
5 CamcyH 1,52 +0,08 1,23 £0,06 2,62 +0,08
Kcantu K 1,51 £ 0,08 1,17+ 0,04 2,43 +£0,08
4 CamcyH 1,38 + 0,06 1,18 £ 0,07 2,71 £ 0,06
Kcantu K 1,40 £ 0,08 1,13 £0,08 2,56+ 0,05
6 CamMcyH 1,27 £0,05 1,05+ 0,04 2,54 +0,07
Kcantu K 1,22 £0,06 1,02+ 0,03 2,67+ 0,06
g CamcyH 1,67 + 0,05 1,25+ 0,07 2,63 + 0,06
KcanTu HK 1,76 £ 0,07 1,15+0,05 2,75+ 0,08
10 CamMcyH 1,83 £0,08 1,52 £ 0,06 2,54+ 0,04
Kcantn Kk 1,94 £ 0,09 1,73 £0,09 2,68 + 0,06
12 CamcyH 2,12+0,06 1,95 +0,05 2,71 £ 0,06
KcanTn HK 2,26 +0,08 1,98 + 0,06 2,63 £ 0,06
24 CamcyH 2,15+0,08 2,22 +0,08 2,80 +0,07
Kcantn K 2,29 + 0,05 2,38 £ 0,08 2,69 + 0,06

ITo muenuto I /1. PeynoBoii u A.B. Peynosa [1983] uadexmmonHocTh, 00Ha-
pyxuBaeMas B Me30(niIie cpasy IMociae WHOKYIAINHN, 00yCIIOBIIEHA, TIIaBHBIM 00-
pas3om, 3arps3HeHreM Me3o(duiuia Mpy yAaJeHUU SIUJICPMHUCA, a He TPAHCIIOPTOM
BUPYCHBIX YaCTHI[ BO BpeMs WHOKYJISIIMU. BeposiTHO, 3arps3HEHHE HE SIBISETCS
CIMHCTBEHHON NMPUYHMHOW IMOSIBIICHUS BHPYCHBIX 4YacTUI] B Me30(huuie cpasy Io-
Clie 3apa)KeHUsl JIUCThEB. DTO MPEIIONIOKEHUE OCHOBAHO HA CIEIYIONMMX (haKTax.
B cBoux ombIiTax MBI [MamuHOBCKUN U 1p., 1996] He 0OMBIBAIM JIMCThHSI TTOCIE 3a-
paXeHHsI, YTOOBI UCKIFOUYUTh BO3MOXKHOCTh aJICOPOIMH BUPYCHBIX YacTHI] HEUHO-
KYJIMPOBAaHHBIM BEPXHUM SMHUIEPMUCOM. Kpome TOro, MHOKYIISAIUST BEPXHETO HIIH
HWKHETO (y[alsieMOTo TMPH BBIJICIICHUH POTOILUIACTOB) MUACPMHUCA HE BIHsIA HA
coziepkaHue HHOUITMPOBAHHBIX Me30(HILHBIX IPOTOIIACTOB B «HYJIEBBIX)» MPo0ax



38 B.U.MATIMHOBCKMM

U JIMCThS MauepupoBaiu npu +5°C, 4ToObl n30eKaTh BTOPUIHOTO 3apaskeHHs MPOo-
TOIJIACTOB IIPY U30JIUPOBAHUH.

Hesicno, kakuM 00pa3oM BUPYCHBIEC YaCTHIIBI HHOKYJIIOMA MOMaAal0T B ME30-
(w1 npu 3apakeHUH JUCTHEB. BO3MOXHO, 4YacTh BUPYCHBIX YaCTHIl MOXKET Cpazy
C TOKOM BEILIECTB MEPEUTH U3 SIHICPMAIbHBIX KJIETOK B ME30(HIbHBIE MO MI1a3MO-
necmam. FO.H. XKypasnes [19796] npennonoxui, 4To KpoMe CUMIUIACTHOTO ITyTH
BHUPHOHBI HHOKYJIIOMa MOTYT MPOHUKATH B KJIIETKH ME30(HILIa Yepe3 aroriacT, MU-
Hys HUTOIUIa3My 3MUAEPMaIbHbBIX KJIETOK U IJ1a3MOJIECMBI.

Ceifuac HET eAMHOTO OOLICTIPU3HAHHOTO MPEACTABICHUS O MEXaHU3ME IPO-
HUKHOBEHHsI BUPYCOB B pacTuTenbHble KieTku. Padotamu [I. Bpanrtca [Brants,
1963-1966] 6bUT0 HayaTO U3yUYEHUE YHaCTHs IKTOJCCM (TIO3KE HA3BaHHBIX TEHXO-
namu [O3ay, 1980]) B mMpOHMKHOBEHWH BHPYCOB B 3MHUJepMalbHble KieTkH. Cun-
TaeTCsl, YTO TEHXOAB! ABJSIOTCS 00pa30BaHUSIMU aHAJIOTWYHBIMHU TJIa3MOJIeCMaM U
MIPOHU3BIBAIOT HAPYXKHBIE CTEHKHU SIHIEPMAIIbHBIX KJIETOK, JOXO/ 10 KyTUKYJIBI. I1.
Tomac u P. ®ynron [Thomas, Fulton, 1968] mokasanu, 4To yCTOWYHMBBIC K 3apake-
nuto BTM pacrenus Tabaka copra T.1.245 conepar B HECKOJIBKO pa3 MEHBIIIE TeH-
XOJ1 Ha €IMHUILY IJIOIA/IU JIUCTA MO0 CPAaBHEHUIO C BOCTIPUMMYUBBIMU PACTEHUSIMHU.
OTH paboThl MPHUBENH K MPEACTABICHUSIM, YTO, BO-IIEPBBIX, TOCTaTOYHO MOBPEIUTH
MIPY MEXAHNYECKON MHOKYJISIMH TOBEPXHOCTHBIE BOIOHETIPOHUIIAEMBIE CIIOM U BU-
PYCHBIE YaCTHILIBI 11O TEWX0/1aM MPOHUKHYT B UTOIUIa3My 3MUJEPMabHbIX KIETOK.
Bo-BTOpBIX, BOCIPUUMUYNBOCTD MM YCTOWYMBOCTh PACTEHUM K MEXaHUYECKOMY 3a-
PaKEHHIO BUPYCaMH, B 3HAUYUTEIBHOW Mepe, 00yCcIoBIeHa COAep)KaHUEM TeHXon B
Hapy’>KHBIX CTEHKAaX 3IUePMaJIbHBIX KIETOK.

Telixoapl AUIIEHBI MPOTOIIA3MAaTHYECKUX CTPYKTYp, SIBISIOTCS y4acTKaMH
Hapy>XHBIX CTEHOK SIMUACPMANBHBIX KJIETOK C IIMPOKUMH MEX(OUOPHUIUIAPHBIMH
pocBeTaMu U ciryskar A quddy3noHHoro TpaHcmnopta BemecTs [Franke, 1961,
1967, 1969; Cyxopykos, [lnoraukosa, 1963; Schonherr, Bukovac, 1973; Mupo-
cinaBoB, 1974; de Zoeten, 1976; D3ay, 1980]. Telixoapl criOCOOHBI CBSA3BIBATH Psij
BemectB [Franke, 1969] u ckoruieHUs] MEUEHBIX BHUPYCHBIX YacTHI] HHOKYIIOMa B
HUX MOTYT CBUETEIILCTBOBATh HE O TPAHCIOPTE BHUPYyCa, a 00 MCKIIOYCHUH €T0 M3
WHQEKIIMOHHOTO TIpoliecca B pe3ylbTare HeoOpaTuMoro cBsizbiBaHus. OgHAaKo He
HCKJIIOYE€HA BO3MOXHOCTB, YTO MPH HACHIIMIEHWH TEHXOJ 4acTh BUPHOHOB HHOKY-
JIIOMa MOXKET JOCTHYb IIa3MajeMMBbl SMHCPMalIbHbIX KJIEeTOK. He Obuio HalaeHo
KOppeJSILUN MEXIy YHCIOM TEHXOI M BOCHPUUMYHUBOCTBIO pacTeHuil daconm K
BTM [Litz, Kimmins, 1971] unu 4icaoM TEHX0A U YyBCTBUTEIBHOCTBIO BEPXHEH H
HWKHEH TIOBEpXHOCTE! MucTheB pactenuil Datura stramonium L. k BTM [Takagi,
1975]. TloaToMy Henb3sl CUMTaTh, YTO TEHUXOJbl SABJISIOTCS E€IUHCTBEHHBIM MWIIH
[JJaBHBIM KaHAJOM /Ul MPOHUKHOBEHUS BHPyCa HEMOCPEICTBEHHO B I[UTOILIA3MY
AMUJICPMAIILHBIX KIIETOK, KaK 3T0 ObLI0 mpeanoxkeno J[. BpanTcom [Brants, 1966].
BeposTHO, BUpyCHBIE YaCTHUIIBI HHOKYJIOMA MOMAJAI0T B 3MUJEpMalIbHbIE KIIETKH,
[JIaBHBIM 00pPa3oM, uepe3 MOBPEKACHUS Hapy>KHON KJIETOUHOW CTEHKH.
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2.5. MNMornoweHne BUPYCOB U30SIMPOBaHHbLIMM NpoTonfacTtamMmum

[Tpu u3yvyeHnn B3aMMOJCHCTBUSI BUpyCa C PACTCHUEM, 0COOCHHO paHHUX €ro
9TaroB, MEPCIEKTUBHO HCIOJIb30BaTh U30JIMPOBAHHbIE POTOIIACTHI B KAYECTBE MO-
JenbHOU cucTeMbl. OHU, B OTIWYHE OT MHTAKTHBIX KJIETOK PACTEHUMN, XapaKTepHU3y-
IOTCSI BBICOKOM MHOKECTBEHHOCTBIO 3apayKeHHUsl, CHHXPOHHOCTBIO HH()EKIIHOHHOTO
mpoliecca ¥ MoToMy SBJISIFOTCSL Ooliee yIOOHBIM 00bEKTOM JUTs uccienoBanuii. Oco-
OCHHO MHTCHCHBHO HCIIOJIb30BAIMCh U30JUPOBAHHBIC MTPOTOIUIACTHI JJIs U3YUYCHHUSI
MEXaHU3Ma MPOHUKHOBEHUSI BUPYCHBIX YACTHIl B IUTOIIA3MY PACTUTEIBHBIX KIIE-
TOK.

[IpoTomnnacTtel, U30IUPOBAHHBIC U3 JIUCTHEB UYBCTBUTEIBHBIX, CBEPXIYBCTBH-
TENbHBIX U UMMYHHBIX K BUPYCY MO3aUKU BUTHBI PAaCTEHUN BUTHEI, B PaBHOU Mepe
CBsI3BIBAIM MeueHbIH Bupyc [Smith et al., 1983]. CpaBHUTENbHOE H3yUYCHUE BIUSHHS
Pa3IUYHBIX YCIOBUM HHOKYIIALMU (ITUTEIBHOCTD 3apaskeHus, pH MHOKYIALIMOHHOM
Cpeibl, cosiepyKaHue BUPYCHBIX YaCTHIL ¥ TPOTOILIIACTOB B MHOKYJISILIUOHHOM CMeCH)
M0Ka3aJi0, YTO MPOTOIUIACTHI, U30JUPOBAHHBIC M3 JINCTHEB UYBCTBUTEIBHBIX (COPT
CamMmcyH) U cBepX4yBCTBHUTEIBHBIX (copT KcaHTn HK) pacTeHuii Tabaka, B yCIOBHUSX
in vitro onuHakoBo cBs3eiBanu “C-OM BTM [Manunosckwuit u ap., 1985].

PannoakTUBHOCTH MPOTOILIACTOB, HHOKYIUPOBAHHBIX MeueHbIM BTM, cBu-
JIETENBCTBYET TOJBKO O CBSI3BIBAHUN BUPYyCa, HO HE J1aeT MPEACTaBICHHS O TOM, I7Ie
9TOT BUPYC HaXOAMTCA — Ha MOBEPXHOCTH MM BHYTpH mpoToruiacta. Iloatomy B
HaIllUX OMNBITaX YacTh MPOTOIIACTOB MOCIE MHOKYISIIIUH BBIACpKUBAIU 24 4 Ha
MUTATENILHON cpelie U ONpPEAeIsTN X WHPEKIMOHHOCTb. BBIIO yCTaHOBIEHO, YTO
HHOKYJIsIUs TipotorutactoB “C-BTM MpUBOAUT HE TONBKO K CBSI3BIBAHHIO METKH,
HO Y HAaKOIUICHHUIO HHPEKIIMOHHOCTH B MPOTOIJIaCTaX, MHKYOUPOBAHHBIX ITOCIIE 3a-
pakenus (tabim. 2.5). DTH 1aHHBIE CBHIECTENBCTBYIOT O MPOHUKHOBEHUH BUPYCHBIX
YacTHI[ B IPOTOIIACTHI, TAK KaK PEMPOLYKIUSI BUPyca UIET BHYTPU IMPOTOIIACTOB.

[Tornomenue Bupyca M30IUPOBAHHBIMHU MPOTOIIACTAMH, BEPOATHO, MOKHO
XapaKTepU30BaTh KaK aKTUBHBIN Mpoliecc. Permaronmm KpuTepueM akTUBHOTO TI0-
IJIOLIEHN SBISIETCS TOCTYIJICHUE BEIIEeCTBA B KJIETKY MPOTHUB I'PaJMEeHTa KOHIIEH-
tparu [HobGen, 1973]. PacueT mpoiieHTHOTO CoJiepKaHusl CBI3aHHOTO BUpYcCa T0-
Ka3aJl, 4TO MPOTOILIACTHI CBA3BIBAIH MpUMepHO 6 % “C-BTM 13 HHOKYISAILHMOHHOI
cpensl. IIpu conepkanuu 8 x 105 mpoTomiacToB B 1 MJI WHOKYJISIIIMOHHON CMECH
OHM 3aHMMaIn okono 1,1 % Bcero o0bema cmecu. Ecnu 1onyCcTHTE, YTO BUPYC BHY-
TPHU MPOTOIUIACTA pacHpeiesieH PaBHOMEPHO, TO €ro CojiepaHHe B MPOTOILIACTE
MIpUMEPHO B 5 pa3 BhIIIE, 4eM B cpefie. Takoe COOTHOIIEHHE YKa3bIBAaeT Ha TO, YTO
MOIVIOICHUE BUPYCa SIBISICTCS aKTUBHBIM MPOLIECCOM, a He MaCCUBHOM TudQy3ueit
BHUPYCHBIX YaCTHUIl B TPOTOILIACT.

Hexkoropsie aBrops! [Burgess et al., 1973a,b; Kubo et al., 1976; Kassanis et
al., 1977], ocHOBBIBasICH Ha PE3yabTaTax CBOMX OIMBITOB C YIBTPATOHKUMH CpEe3aMH
U CKaHUPOBAHUEM HU30JMPOBAHHBIX MPOTOIUIACTOB, CUMTAIU, YTO BUPYC MPOHUKAET
B KJIETKH Yepe3 MUKPOTIOBPEkKAeHHS TazmManeMMbl. OHaKo mia3mMajieMMa Croco0-
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Ha K OYCHb OBICTPOMY BOCCTAHOBJICHHIO CBOCH IIEJIOCTHOCTH, YTO MOJITBEPIUIOCH
pe3yibTaTaMu JPYTUX MEKTPOHHOMUKPOCKOITUYECKIX HCCIIEIOBAaHUH, KOTrja ObLIO
MOKa3aHO, YTO IUIa3MajieMMa H30JIMPOBAaHHBIX IMPOTOIIACTOB OCTaBajlach HEMO-
BPEXKJICHHOW B XOJI¢ MOTJIONICHUS] BUPUOHOB M MUKpouacTHil. Tak, B pabore ¢ mpu-
MEHEHHEM CKaHUPYIOIIETO IEKTPOHHOTO MUKPOCKOIA ycTaHOBIeHO [Suzuki et al.,
1977], uto ma3maneMma IPOTOILIACTOB OCTACTCS HEITOBPEKJICHHOM B XOJIE TOTJIO-
IICHHUS. MUKPOYACTHII TIOJIMCTUPEHOBOTO JIaTeKCa. BBITO PEeyIoKeHO, YTO BUPYCHBIE
YaCTHIIbI, MUKPOYACTHUIIbI (PEPPUTHHA U TIOJIMCTUPEHOBOTO JIaTEKCa MOTIOMIAIOTCS
npotoruiacramu mytem nuHonuto3a [Cocking, 1965, 1966, 1972; Mayo, Cocking,
1969] nnu sugonmrosa [Suzuki et al., 1977].

Tabnuya 2.5
Bnusinue pH MHOKYISIIMOHHOM cpezibl Ha cBsizbiBanue *C-BTM npotoriactramu u
HaKOIIJICHHUC I/IH(beKHI/IOHHOCTI/I B HUX
(o Manunosckomy, Cernerkoii, BapgonomeeBoii, myOnukyeTcs BrepBble)

WnudexmmonHOCTH P00
PannoakTuBHOCTE | 1horonnactos, yeIoBHBIE €IHHHIB
pH Copr MIPOTOILIACTOB,
umi/100 ¢ Cpazy mocne | Uepes 24 1 mocine
WHOKYIISIIAN MHOKYJIISIIIUA
54 CamcyH 380 +24 1,43 £ 0,06 2,04 = 0,08
’ Kcanru Hk 365+ 19 1,44 £ 0,06 2,13 £ 0,05
62 CamcyH 225+22 1,23 £ 0,06 2,16 £0,06
’ Kcantu nk 185+ 17 1,33+ 0,09 1,97 £ 0,05
70 CamcyH 156 =23 1,21 £0,04 1,77 £ 0,09
’ Kcanru Hk 142 + 14 1,17 £ 0,06 1,61 £ 0,07
78 CamcyHn 129+ 12 1,19+ 0,07 1,44 £ 0,06
’ Kcantu uk 119+ 16 1,21 £ 0,04 1,37 £ 0,07
8.6 CamcyH 118+13 1,13+£0,06 1,23 +£0,07
’ Kcanru Hk 117+ 14 1,07 £ 0,08 1,19 £ 0,09

[lepBas runoresa 0 MPOHUKHOBEHUH BUPHOHOB B LIUTOILIA3MY Yepe3 OBPEK-
JICHUS TIa3MaJIeMMbI SBJISIETCSl IPEEMCTBEHHON MO OTHOLICHHUIO K MPECTaBICHU-
SIM O POJIM MOBPEXACHUN IPU MEXaHUYECKOU MHOKYIISILIMY JINCTHEB PACTEHUNA. DTH
[IPEACTABICHUS TIOIBEPrajIuCh KPUTHKE, TaK KaK CTEIICHb 3apa’KeHUs B 3HAYUTEIIb-
HOM Mepe 3aBUCHUT OT YyBCTBUTEIHHOCTH WHPHUIIMPYEMBIX KIETOK [MaThi03, 1973;
Kypasnes, 19796]. Bropas rumote3a yka3piBaeT Ha (U3NOJOTHICCKHIA XapakTep
MOIVIOIIEHHS BUPYCHBIX YACTUL IPOTOIUIACTAMU KJIETOK.

Paboramu FO0.H. XKypasnesa c cotp. [XKypasnes u ap., 1975a, 6; 1976; XKy-
pasnes, Ilucenxas, 1978; XKypasnes, 1979a; My3zapok, Kyryk, 1985; Zhuravlev et
al., 1975; 1976a, b] Ob110 YCTAaHOBIEHO, YTO BUPYCHBIC YACTHIIBI TTOTIIOMIAOTCS TIPO-
TOIUTACTaMH B JBa 3Tana. Ha mepBoM 3Tame NpoucxoauT CBSI3bIBAHWE BUPHOHOB Ha
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MMOBEPXHOCTH IIa3MaJIeMMBbI. DTO (PU3HUECKUN TIPOIIECC, OCYIISCTBISIEMbIN 33 CUET
AIEKTPOCTATUYECKOTO B3aUMOJICHCTBHSI MEXKIy 3apsiaMH TOBEPXHOCTH IUIa3Ma-
JIEMMBI M TIOBEPXHOCTH 4acTUIbl. OH MOXKET MPOUCXOJUTH NPU MMOHMKEHHOU TeM-
reparype U B IPUCYTCTBHH HHTHOUTOPOB CUHTE3a Oesika. AJcopOIus BAPUOHOB Ha
I1a3MalieMMe BBI3BIBACT WHBArMHAIMH TUIa3MaJIeMMbl ¢ TIOCIEAYIONMM 00pa3oBa-
HUEM BE3HKYII, COJICPKAIIUX BUPYCHBIC YaCTHUI[BI. DTOT ATl MOTJIOIICHUS BAPUOHOB
MPOTOIIACTAMHU 3aBUCUT OT TemIeparypsl, pH, cocTaBa HHOKYJISIIIMOHHON CpPE/Ibl,
(PM3UOIIOTUYECKOTO COCTOSIHUSL PACTCHUS — UCTOUHHUKA MTPOTOILIACTOB U CIIOCOOHO-
CTH TUIa3MaJIeMMbI K aKTHBHOMY TPaHCIIOPTY HOHOB. bbln pa3paboran meton 3apa-
YKCHHSI U30JMPOBAHHBIX TabauHBIX MpoToruiactoB BTM 0e3 yuacTst HOJIHKaTHOHOB,
0oJiee TOYHO BOCIIPOU3BOJISIINI B MOJICIBHBIX YCIOBUSAX MPOIECC MPOHUKHOBSHUS
BHUPYCHBIX YaCTHUII B KJICTKH PACTCHHIA B ITPOIECCE MEXaHUIECKOM HHOKYsIH [ XKy-
pasies, OnakoBa, 1976; Zhuravlev et al., 1980].

2.6. Yncno BUPYCHbIX YacTul, Heo6xoaUMbIX ANA UHGULMPOBaHUA
pacTeHumn

B. IOnen u np. [Youden et al., 1935] u Jlx. bonx [Bald, 1937a,b] Beickazanu
TUIIOTE3Y, YTO OAHA BUPYCHAs YaCTUIIA MOKET MHULIMUPOBATh MH()EKLIMOHHBIH I1PO-
necc (Huxe OyzneT MoKa3aHo, YTO 3TO HE TaK U JUIs 3apaKeHHs OAHOM KJIeTKU Tpely-
€TCsl 3HAYUTEJILHO OOJIbILIE YACTHIL) U BCE YYBCTBUTEIBHBIC K 3aPAKCHUIO YUACTKH
JUCTa 00JIAJIAI0T OJMHAKOBOW YyBCTBUTEIBHOCTHIO. [lozke B. dypymoro u P. Muku
[Furumoto, Mickey, 1967a,b] nomnepsxanu ux THIIOTE3Y U NPEATIOIOKUIH, YTO BCE
KJIETKH 3IUAECPMHUCA NOTCHIUAIBHO YyBCTBUTEIbHBI K 3apaXKEHHIO, 3 BEPOSTHOCTD
[IPOHMKHOBEHUS B KJIETKY U 3apa’KCHUS €€ 715l BCEX BUPYCHBIX YACTUL OMHAKOBA U
3aBHCHUT TOJIBKO OT CIy4alHOCTH X KOHTAKTa ¢ KieTkaMu. OJHAKO B OMbBITaX 3TUX
aBTOPOB HE BCEIa 3KCIEPUMEHTAIbHBIC JAHHBIC 110 ONPEACICHUI0 NHPEKIMOHHO-
CTH BHUPYCHBIX CYCIEH3MH Pa3HBIX KOHLIEHTPALM METOIOM IOACYETA JIOKAJIbHBIX
HEKPO30B COBIAJAN C TCOPETUUECKUMH pacyeTaMu, OCHOBAaHHBIMU Ha UX MPeIo-
JIOKEHUSIX, 0COOCHHO IPU MCIIOIb30BAHUN CHIIBHO pa30aBICHHBIX HHOKYJIIOMOB.

[Ipeanonoxenue 0 BOBMOXHOCTH 3apaXKEHHsI KJIETKH OJHON BHUPYCHOM da-
CTHLICIl OCHOBAHO TAKXe Ha PE3y/IbTaTax ONbITOB O MHTEP(EPEHIMH POACTBEHHBIX
mrammoB BTM [Siegel et al., 1957; Siegel, 1959; Santilli et al., 1961; Rappaport, Wu,
1962; Siegel, Zaitlin, 1964], no BnusHUIO YIbTpadOIECTOBOTO O0TydSHUS HHOKYIH-
POBaHHBIX JIHCTHEB Ha (pOpMUpOBaHNE UHPEKITMOHHBIX 1IeHTPoB [Siegel, Wildman,
1956] 1 1o BBIAEIECHUIO U3 BUPYCHOM MOMYJISILIMK OTACIIbHBIX IITAMMOB 3KCTPAarupo-
BaHHEM OAMHOYHBIX HEKPO30B, 00Pa3yIOIMXCs [IPU CMELIaHHOM 3apaxkeHuH [Price,
1964; Boxall, McNeil, 1974]. Omnako ObUIO TTOKa3aHO, YTO pa3HbIe MITAMMEBI OJHO-
r'o BUpPYyCa WM HEPOIACTBEHHBIC BUPYCHI MOTYT 3apa)kaTb U Pa3MHOXKAThCS B OJHOM
kietke [Lauffer, Price, 1945; Goodman, Ross, 1974; Takebe, Otsuki, 1974; Takebe,
1975; Otsuki, Takebe, 1976a,b; Kypasnes u ap., 1977; Barker, Harrison, 1977a,b,
1982; Tlucenxas u ap., 1979; Dawson, Watts, 1979].
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A. Kieukorckuii [Kleczkowski, 1950, 1968a,b] mpemnmoxui, 4To pasHbIC
YYaCTKHU MOBEPXHOCTH JIMCTA U KJICTKU PA3IUYAIOTCA IO CBOCH YyBCTBUTEIBHOCTU
K 3apakeHHIO U TpeOyeTcs HEOJMHAKOBOE YHMCIIO BUPYCHBIX YACTHIL JJISI MX 3apa-
xeHud. [lo ero MHEHHIO, YBEIMUYEHHE YNCIIA JIOKAJIBHBIX HEKPO30B Y MEXaHUYECKH
3apa)KCHHBIX JUCTHEB CBEPXUYBCTBUTEIBHBIX PACTCHUM MPU MOBBIIICHUN CONEPKa-
HUS BUpYCa B HHOKYIIOME OOBSCHSIETCS HEOJMHAKOBOW YyBCTBUTEIBHOCTBIO KIIETOK
JIUCTA K 3apa’keHHI0 U (UJIM) HEpaBHOMEPHBIM paclpeesIeHeM BUPYCHOM CyCleH-
3UM MO JUCTY, KOTJIa C YBEJIMUCHUEM KOHIICHTPALUU BUPYCa B MHOKYJIIOME MOBBI-
LIACTCSl BEPOATHOCTh KOHTAKTa BUPYCHBIX YACTHUIl C KJIETKAMHU JIUCTA C OJUHAKOBOU
YyBCTBHTEJIBHOCTBIO K 3apakeHuio. B padore FO.H. XKypasnesa u T./]. CaBenbeBoii
[Kypasines, 19796] O6bL110 MOKa3aHO, YTO MIPH 3apAXKEHUH JINCTHEB PEaN3yIOTCs 00
BO3MOXHOCTU. OHM MHOTOKPATHO HATUPAJIH JIUCThS MHOKYIIIOMOM OJTHOM U TOM ke
KOHIICHTPAIIUU U JOCTUTAIIN HACBIIICHUS MH(DEKIIMOHHBIX MECT, HCKIIFOUHMB TEM Ca-
MBIM JieiicTBHEe (hakTopa BepOSATHOCTH. [Ipy yBeTUYEHNUU KOHIICHTpAIMK BUPYCa B
nHOKy;IoMe B 10 pa3 yrcio HHPEKIMOHHBIX IIEHTPOB BO3pacTajio NPUMEPHO B JBa
paza.

O BOCIIPUUMYHUBOCTH WM YCTOMYMBOCTH PACTCHUN K 3apaKCHUIO BUPyCaMU
MOXXHO CYAMTH TI0 KOHIIGHTPAllMM BHpyca B MHOKYJIIOME, HEOOXOAUMOW AJis 3apa-
JKCHHSI pacTeHUH. bpl1o 00HApyKEHO, YTO JUIsl 3apakeHUsl paCTeHUH Tabaka copTa
T.1.245 nyxHo yBennuuts copepkanne BTM B unHokymtome B 20 pa3 1o cpaBHEHHIO
¢ BocripuuMuuBbIiME pacTeHussiMu [ Thomas, Fulton, 1968]. 1o nannkm I Llpamma
u P. Durepa [Schramm, Engler, 1958] 50% pacrenunii Tabaka copra CamcyH 3apa-
KaIUCh MpH KoHteHTparun BTM B nHoKymroMe paBHo# 10716 /M1, a tst 3apaskeHust
CBEpX4yBCTBUTENBHBIX pacTeHuit N. glutinosa neobxoanma Obu1a KoHUEHTpanus 10-
- 10 "2r/mn. Onnako I. Yonkep u T. ITupon [Walker, Pirone, 1972a] npuuum
3aKJIIOUYCHUIO, YTO JJIS 3apaKCHHsI YyBCTBUTEIBHBIX U CBEPXUYBCTBUTEIBHBIX pac-
TeHui Tabaka Buna N. tabacum HeoOX0IMMO OAUHAKOBOE YKCio yacTul, BTM.

[Ipu uconb30BaHUM JTUCTHEB B KAYECTBE MOJICIIbHON CHCTEMBI OBIJIO yCTaHOB-
JICHO, YTO JUIsl MHUIIMAIIMH OJJTHOTO HEeKpo3a HeoOxoxumo npumepro 10°- 107 yactuig
[Steer, 1955; Fraenkel-Conrat et al., 1964; Walker, Pirone, 1972b], XxoTs 1o mgaH-
HbiM JI. ®pazepa u P. Matero3a [Fraser, Matthews, 1979] st oO6pa3oBaHust 0;JHOTO
HEKpOo3a Ha JIMCThSIX KUTAMCKOW KamyCcThl TpeOoBanoch okojo 10 yacTuil cypoBoro
ITaMMa BHpYycCa >KEITOH MO3auKH TypHerca. TO 3HaYUTENbHO MEHBIIE, YEM OIpe-
JIEJIEHO B OMBITaX C M30JIMPOBAHHBIMU MPOTOILUIACTAMHU, I7IE YCIEIIHOE 3apa)keHne
MPOUCXO/IIIIO MTPU MOTJIOIMEHHH O HUM mpoTtoriactoMm 0,6 - 8 x 10° wacTui Bupyca
XJIOPOTHYHOH MATHUCTOCTH BUTHBI [Motoyoshi et al., 1973] unu BTM [Otsuki et al.,
1972b; Zhuravlev et al., 1975, 1976a; Wyatt, Shaw, 1975; Iluceukas u ap., 1978].
st BUpycoB, XapakTepu3sytouuxcs 0ojee Hu3kol, yeM y BTM, ynenbHoii nHpex-
LIMOHHOCTBIO, 3TH 3HaYeHUs MOTyT ObITh BbIlIe [Otsuki, Takebe, 1973; Otsuki et al.,
1974; Honda et al., 1974, 1975; [ucenxas u ap., 1978]. [Ipu mukpounbekiuu 620
niu 6onee yactuiy BTM B u3011poBaHHYIO KIIETKY Tabaka 3apa)aliuch BCE KIIETKH,
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HO TOJIBKO OJ{HA W3 YETBhIPEX KIIETOK WHQUIIMPOBAJIACH ITPH BBEACHUU 72 YaCTHIL
[Halliwell, Gazaway, 1975].

Heo0xoauMocTh B MOTIONIEHUH OOJIBIIIOTO KOJIMYECTBA BUPYCHBIX YACTHII
JUTSL 3apaKEHUS KJIIETOK MOXKET OBITh CBsI3aHa ¢ MHAKTHBalWeld yactwil. MHakTuBa-
LIMsl BUPYCHBIX YaCTHUI[ BO3MOXHA B Ipolecce JenporenHusanuu supycuaoir PHK B
pesynbrare aevictBus PHKa3, akTHBHOCT KOTOPBIX PE3KO YBEIMUMBAIACH MOCTIE 3a-
paxxkenus pactenwmii [Reddi, 1959; Diener, 1961; Santilli et al., 1962; Reddi, Mauser,
1965; Santilli, 1966; Randles, 1968; [lanTioxuna, Koctun, 1969; Wyen et al., 1972;
[ManTroxuHa u ap., 1973; [lanTioxuna, Petidman, 1974; Mycopok u ap., 1976; I1an-
TIOXHMHA ¥ J1Ip., 1977; Sastry, Nayudu, 1977; XKepebuyk, Oneunckas, 1980; [TanTro-
xuHa u 1p., 1980; Wagih, Coutts, 1982; Matsushita, Shimocawa, 1983; Jlera u np.,
1985; Peiipman u ap., 1985; Peynosa u ap., 1985; Kazauxosa, Peynosa, 1989].

2.7. O6pa3oBaHue NH(EKUNOHHbLIX LLIEHTPOB
B MeXaHU4eCK1U UHOKYJIMPOBaAHHbIX IUCTbAX

Omnpenenenne KoiaudyecTBa 3a00NEBIINX PACTCHUH, 3apa’keHHBIX MHOKYIIIO-
MaMHM C U3BECTHOM KOHIICHTpALUel BUpyca, HEIOCTATOUHO [yl CPABHEHMS PAaHHUX
COOBITHI MHPEKIMOHHOTO MIPOLIECCa y PACTEHUH, Pa3IMUalOINXCs [0 CBOCH peak-
LMY Ha BUPYCHOE nopaxeHue. lIponeHtHoe copepkaHue 3a00JEBILIUX PACTEHUI
SIBJISIETCS. MHTETPAJIbHBIM OKA3aTeJIeM, 110 KOTOPOMY HEBO3MOXKHO OLIGHUTDH BKIIAJ
peaxkuuii OrpaHMYCHUSI Ha KaKIOH CTaJnu B3aMMOJCHCTBHS BUPYCa C pacTeHHEM-
XO035IMHOM. bosee mpoayKTHBHBIM IOKa3aTeJIeM CPaBHUTEIBHOTO M3YyUEHHs yCTOM-
YMBOCTH PACTEHUH K NPOHUKHOBEHHIO BHPYCOB SIBISICTCA YUCIO MH()EKLIHUOHHBIX
LEHTPOB, 00Pa3yIOLIMXCS HA ONPEACICHHON IUIOIAAN JIUCTOBOW TOBEPXHOCTH NPH
3apa)KeHUHU B PABHBIX YCIOBHUSIX BUPYCHBIMH CYCIIEH3USIMH C OJMHAKOBOM KOHIIECH-
Tpauuei Bupyca.

[IpuHATO CUMTATh, YTO B JIMCTHAX UMEIOTCS ONpPEE/ICHHbIE MECTa, YyBCTBU-
TEJIbHBIC K 3apaXEHHI0 BUpycoM. Eciu mocie KoHTakTa ¢ BUPYCOM HMHOKYIIOMA B
9TUX MH(EKIMOHHBIX MECTaX MPOUCXOIUT Pa3MHOKECHUE BHPYCa, TO OHU MpeBpa-
maroTcst B MHQPEKIMOHHbIe IeHTPHI [XKypasnes, 19796; [psakos, 1984; Goodman et
al., 1986].

VY cBepXuyBCTBUTEIbHBIX PACTCHUH HH()EKLHMOHHBIC LIEHTPbI MPOSIBIISIOTCS B
BH/IE JIOKAIBHBIX HEKPO30B [MaThI03, 1973; XKypasnes, 19796], a y 4yBCTBUTEIBHBIX
U TOJIEPAHTHBIX PACTEHUH — B BUJE KPaXMaJIbHBIX U TEIUIOBBIX HEKPO30B, KOTOPbIE
MOKHO BBISBUTH OKpackoil iomom [McKinney, Fulton, 1949; Lindner et al., 1959;
Loebenstein et al., 1970; Loebenstein, 1972; Kupait u ap., 1974; Loebenstein et
al., 1980] mmu TerumoBeIM mokoM [Foster, Ross, 1968, 1975a,b; Shimomura, Ohashi,
1971; Balazs et al., 1977a; Gianinazzi et al., 1977a]. Di1eKTpOHHONH MHUKPOCKOTHUEH
OBUIO MOKa3aHO, YTO B KJIETKaX KpaxMaJbHbIX HEKPO30B 3aMETHO HaOyXaloT XJIO-
POILIACTHI, coleprKaIiie MHOTO KpaxmainbHbIX 3epeH [Cohen, Loebenstein, 1975].
Kpome toro, nH)EKIHOHHBIE HEHTPHI B JIUCTHIX CUCTEMHO MOPAKEHHBIX PACTCHUM
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MPOSIBISUIMCH B BHJE HEKPO30B Mociie ynbTpaduoneroBoro obmyudenus [Ohashi,
Shimomura, 1979a] unu o6pabotku 2-tnoypaunnom [Bawden, Kassanis, 1954], ak-
tuHomutimHOM ] [Ohashi, Shimomura, 1972], uurpuanaom [Ohashi, Shimomira,
1979b].

He oOHapykeHO CyIIeCTBEHHBIX Pa3MUUUil B KONMYECTBE MH(EKIMOHHBIX
LEHTPOB, MPOSBISIOIIUXCS B BU/E TEIJIOBBIX HEKPO30B Yy UyBCTBUTEIBHBIX U JIO-
KaJbHBIX HEKPO30B Y CBEPXUYBCTBHTEJIBHBIX PACTCHUI Tabaka, HHOKYJIUPOBaHHBIX
BTM [Ohashi, Shimomura, 1971]. AHanoru4sasie pe3ynbTaThl ObUIM MOTYYEHBI B
Halux onbITax [ManuHOBCKUH 1 Ap., 1996] npu ucnonb30BaHUM pacTeHUH Tabaka
copra CamcyH, 4yBCTBUTENbHBIX K mTaMMy OM BTM U TonepaHTHBIX K H30JIATY
412 BTM [YysH, Ctpeko3oBa, 1985], a Takxke cBepxdqyBcTBUTENBHBIX K BTM pac-
TeHuii Tabaka, nmeromux red N (copra Kcantu uk, Camcyn 27, Camcyn 47/10 [Sela,
1981]) unmu ren N’ (N. sylvestris [Valleau, 1952], copt Camcyn EN [Melchers et al.,
1966]).

B mexaHn4eckr HHOKYIMPOBAHHBIX JTUCTBSIX KPOME BUAUMBIX HEKPO30B MOT'YT
(hopMHPOBaTHCS MUKPOHEKPO3bI, HE 0OHApYKHUBaeMble BU3yalbHO. MHUKPOHEKPO3bI
B BUJC OJMHOYHBIX HEKPOTH3MPOBAHHBIX KJIETOK OOPa30BBIBATHCH B 3apa)KEHHBIX
BTM (wramm Ul) nuctesix pactenuit Tabaka copra Kcantu HK, 00pab0oTaHHBIX K-
HetuHoM [Balézs et al., 1976], u B TUCTBAX C CHCTEMHOW MPUOOPETEHHOM yCTOM-
yuBocThiO [Balazs et al., 1977b]. OHM BBISBISLUTUCH MOCJIE OKPAIIMBAHUS JINCTHEB
1 %-HBIM BOJHBIM PacTBOPOM KpacHTeJsi TOJIyOoro DBaHca, KOTOPBIA CEJICKTUBHO
OKpaluBaeT MepTBble HekpoTuzupoBanHbie kieTku [Gaff, Okong’o-Ogola, 1971],
WIN BBIACP)KUBAHUS PACTEHHI NMPH MOBBIIICHHOW TeMIeparype C MOCIEeTyIONIM
nieperocoM Ha 25° C. B pactenusix aconu (copt [Iuaro) mramm U2 BTM BbI3BIBaI
MIPEUMYIIECTBEHHO 00pa3oBaHue MUKpOHEeKpo30B [Helms, 1962; Helms, Mclntyre,
1962], xoTophle NpOSIBISLIUCH MOCJE HarpeBaHus JucTheB [Rappaport, Wu, 1963].

Hamu [ManunHoBCcKu# 1 ap., 1996] ObUIO MOACYMTAHO YUCIO HEKPO30B, 00-
Pa3yIOUIMXCs y PACTCHUH, KOTOPBIE [TOCIIE 3apa)KeHUs! BhIACPKUBaIH 2 cyT mipu 32°C
u 1 cyt npu 25°C, 4T00BI BBIIBUTH MUKPOHEKPO3bI, €CIIM OHHU JACHCTBUTENIBHO 00-
Pas3yloTcsl B MFHOKYJIUPOBaHHBIX JTHCThsIX. He ObIJI0 00HapykeHO JOCTOBEPHBIX pas-
JIUYUI B YHCJIE TETJIOBBIX M JIOKAIBHBIX HEKPO30B Y PAaCTCHHUM, MHKYOUPOBAHHBIX
nociie 3apaxenus mrammoM OM BTM u nzonsitom 412 BTM nipu pasHbIX Temrie-
parypax. B Hammx ompITax MUKPOHEKPO3bl HE BBISBIISUIMCH U TIOCTIC OKPALIMBAHUS
3apa’KeHHBIX JINCTHEB KPaCUTEISIMU (Toy00i DBaHca, HEUTpaIbHBINH KPaCcHBI ), TIO-
pPa3HOMY OKpAIlMBAIOIIUMH KHUBbIE 1 HEKPOTU3UPOBAHHBIC KICTKU, HIIH TIPH OCMO-
Tpe JIMCTHEB C TIOMOIIBIO JIIOMHUHECLEHTHOTO MUKpockona JIromam P1, korna xusble
KJICTKH JaBaji KPaCHOE CBEUCHHUE, a MEPTBbIC (HEKPOTU3UPOBAHHBIE) — 3€JICHOE.

OTcyTcTBHE Pa3IHUYMiA B UnCiIe HHPEKITMOHHBIX IEHTPOB Y JIUCTHEB PACTCHUH
Tabaka c pa3HOH peakyell Ha BUPYCHOE MOpakeHHE YKa3bIBaeT Ha TO, YTO MPH Me-
XaHUYECKOW MHOKYJISILMU B ATUX JIMCTHIX WHPHUIUPYETCS, BO3SMOKHO, OJMHAKOBOE
YHCII0 KJIETOK. YTOOBI MPOBEPUTH ATO MPEAOI0KEHUE, HAMHU OBIJIO ONPE/IEIEHO CO-
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Jep KaHue 3apaKeHHBIX KIETOK B MHOKYJIMPOBAaHHBIX JIMCTHIX METOJAMHU MPOTOILIA-
CTHPOBaHMS U UMMYHO]IyopecLeHINH.

Pactenus 3apaxanu cycnensueit BTM (muramm OM) Hachlmaromneid KoHIeH-
tpauuu (100 Mxr/mun). [Ipu Takoi KOHIEHTPALK BUpYCa B MHOKYJIIOME 00pa30BbIBa-
nock 1200-1500 Hekpo30B Ha MOJOBUHKY JIMCTA pacTeHui Tabaka copra KcanTu HK.
Cpazy mocie WHOKYJISILUHU JTUCTHEB W30JMPOBAIM MPOTOIIACTHI pH + 5°C, 4T0OBI
n30eKaTh BTOPUYHOTO 3apakeHHs MPOTOIIACTOB B X0Je BhiAeneHus. [lomydeHHble
MIPOTOIJIACTHI MHKYOMPOBAIM ITPU KOMHATHOW TeMIIEpaType Ha MHUTATEIBHOM cpefe
B TeueHue 24 4 i pa3MHOKEHHS BUPYCa, TPOHUKIIETO B KJIETKH MPU HHOKYIISLIH
JIUCTHEB, U OTNPENEISIIN COACPKaHUE 3apaKEHHBIX MPOTOIUIACTOB B Mpobax. beuio
YCTaHOBJICHO, YTO y pacTeHuil Tabaka coproB CamcyH u KcaHTu HK B mporecce
MEXaHMYECKOro 3apaykeHusi TUCTheB cycrensueid BTM (100 Mkr/mi) 3apakanoch
10 30 % snuaepManbHbIX u 5-12 % Me30riIbHBIX MpoTOoIIacToB [MallnHOBCKUi
u ap., 1996]. B onbitax ¢ ywyBcTBUTeNbHBIMU K BTM pacTenusimu Tabaka u KpaliHe
YCTOWYHMBBIMH K 9TOMY BHPYCY PacTeHHUSMH BUTHBI U xyiomyatHuKa [Holmes, 1946;
Cheo, 1970, 1971; Cheo, Gerard, 1971] Obu10 IOKa3aHO, YTO Y STUX PACTCHHI Cpasy
Mociie MEXaHMYECKOM WHOKYJISIIMHU JIUCTHEB MPOOBI COJlEpKalu MPUMEPHO PaBHOE
KOJIMYECTBO MHPHUIIMPOBAHHBIX Me30(MIBHBIX KIeToK [Sulsinski, Zaitlin, 1982].

Takum oOpa3om, MexaHW4ecKash HHOKYISIIHS — Hed(PEKTUBHBIN crtocod 3a-
pakenust. O4eHb MHOTO BUPMOHOB WHOKYJIFOMa HEOOPAaTHMO CBSI3BIBAIOTCSI C TTOCIIE-
JOYIOUIMM pa3pyllieHHeM TOBEPXHOCTHBIMU CIIOSIMH JIUCTA U KJICTOYHBIMU CTEHKaAMH
SMHUACPMATBHBIX KIETOK. B 1uromia3Me OONbIIoe KOJIMYECTBO BUPYCHBIX YaCTHII
MOXeT OBIThb WHAKTHBHUPOBAHO B Tpolecce JenporerHu3anuu BupycHoii PHK B
pesynbsrate aerictBus PHKa3, akTHBHOCTh KOTOPBIX PE3KO YBEIMYHMBACTCS IMOCIE
3apakeHus1 pacteHuid. He 0OHapyKeHO CyIIeCTBEHHBIX Pa3IMuUil MEXKI1y 4yBCTBHU-
TENbHBIMHU, CBEPXUYBCTBUTEIBHBIMUA U TojlepaHTHbIME K BTM pacrenusmu Tada-
Ka B CBSI3bIBAHMM BHpYyCa MHOKYJIIOMAa U 00pa30BaHUM MH(EKIMOHHBIX LIEHTPOB, a
TaKKe B KOJIMUECTBE 3apaKCHHBIX AMUACPMaIbHBIX U ME30(HILHBIX IPOTOILIACTOB,
H30JIMPOBAHHBIX W3 MEXaHMYECKH HMHOKYIMPOBAaHHBIX JHCThEB. [103TOMY MOXKHO
C/IeNaTh 3aKJII0UYEHHE, YTO HE3aBUCHMO OT CBOCH peakIMy Ha MOpaKeHHE BUPYCOM,
OJIM3KOPOJCTBEHHBIE PACTEHHSI, TOXOXKHE [0 CBOEMY CTPOCHHIO, OTMHAKOBO YCTOM-
YHBBI MJIM BOCTIPUMMYHBEI K TPOHUKHOBEHUIO BUPYCa B pacTEHHE.



3. HAKOMJNIEHUE BUPYCOB B PACTEHUAX C PA3HOWU
YCTONYMNBOCTBLIO K BUPYCHOU UHPEKLIUU

3.1. Penpoaykuua comtoBupycos

BonbmmHCTBO  (DUTOBUPYCOB COJCPIKUT MOHOIAPTUTHBIA  (3aKIIFOUCHHBIH
B OJHY YACTHILy) T€HOM, OOBIYHO IPEACTABICHHBIN OFHOCTHpAILHOU Ss (single-
stranded) (+)PHK. ¥V BupycoB cemeiictB Rhabdoviridae w Bunyaviridae BoisiBicHa
ss(-)PHK. Hexotopsie Bupycsl IMEIOT OW- WM TPUITAPTUTHBINA TE€HOMBI, T/I€ OTAEIb-
Hble ss(+)PHK xoMmoHeHTsI 060C00IEHBI B Pa3HBIX BUPYCHBIX YacTUIIAX. BUpycCh
ceMelcTB Reo- u Partitiviridae conepskar npycniupanbubie dsPHK, pa3znenennsie Ha
10-12 u 2 cermeHTa, COOTBETCTBEHHO, B OT/ICTHHBIX BUPYCHBIX YacTHIIaX. | eHOM BU-
pycoB cemeiictBa Caulimoviridae npencrasnes ds/IHK B popme oTkppITOTO KOMTBIIA,
npUYeM TPaHCKPHOUpyeMasl 0-HUTh UMEET OJUH Pa3pbhIB IEMH, & HETPAaHCKPUOU-
pyemasi B-HUTh — JBa pa3psiBa. Bupycel cemeiictBa Geminiviridae, a Takke poaa
Napovirus nmerot xoneieByto ss/JJHK [Kpaes, 2000, 2001].

[To MexaHH3MaM PENPOAYKIIUH PA3IMIHBIX (PUTOBUPYCOB HAKOILJICH OOIINP-
HbIii Matepuain [Atabekov, Morozov, 1979; Atabekov, Taliansky, 1990; Dawson,
Lehto, 1990; Maia et al., 1996; PeyHoB, 1999; Drugeon et al., 1999; Kpaeg, 2000,
2001; Thompson, Randles, 2001; Thivierge et al., 2005], u3nokeHHEe KOTOPOTO HE
ABJISIETCS TIeNbI0 TaHHOW MoHOrpaduu. [losTomy 31€ech OymyT H3I0KEHBI JTUIIb Ca-
MbI€ KpaTKue CBEJCHUSI 00 OCHOBHBIX 3Tanax penpoayKIMU BUPYCOB, TIIABHBIM 00-
pasom, Ha ipuMepe BTM kak HanOomee XOpoIo n3y4eHHOTO BUPyca U ABJISIOIETO-
cs1 00BEKTOM HCCIIEIOBAaHHI aBTOpA.

[Tomrast mocnemoBatenbHOCTh HykKiIeotunoB PHK BTM (mramm vulgare)
Obuta orucana B 1982 r. [Goelet et al., 1982]. BupuoHs! 3TOT0 mtaMmMa HMEIOT MO-
HOTIAPTHUTHBIN TeHoM, peacTaBieHHbli ss(+)PHK anunoit 6395 nykneornnos, yma-
KOBAaHHOW B YAaCTHIIBI TAJIOYKOBUTHON (POPMBI ¢ MOAaIbHOH JymHOM 300 HM U ama-
metpom 18 aM. ['enom komupyet 4 momunentuaa: 126, 183,30 u 17,5 x/la. Y pa3HbIx
mraMMoB BTM monexynsapHbie Macchl (M.M.) 3TUX OEITKOB HE3HAUYMTENBHO Pa3in-
garorcs. Ha 5’-xonne PHK nmeerces kan-crpykrypa m’G> ppp® Gp [Zimmern, 1975],
32 KOTOPOHU CJIETYIOT HETPaHCIHpyeMasl MOCIeI0BATEILHOCTE (68 HYKICOTHIOB) U
naunuupyomuii kogor AUG. Crnexyromue 3350 HyKJICOTHIOB ONIPEACIISIOT CHHTE3
126 xJla Oenka, OHM 3aKaHYUBAIOTCS TepMUHUPYIOMUM KogoHOM UAG. OH MoxeT
MIPOCKAKUBATHCSA PUOOCOMAMH U TOT/IA TPAHCIIALHNS MTPOAOIDKACTCS IO CIIETYIOIIEro
TepMuHUpytomero kogoHa UAA, orcrosmiero Ha pacctosauu 1500 HyKIeoTHIOB,
B pe3yabTare 4ero mpomyrupyetcs 6emok 183 kJla. 3aremM HauMHAETCSI TPEThS OT-
KpBITasg paMKa cuuThIBaHusA, Koaupytomas 30 k/la Oemok. Ona orpannyeHa aByms
HYKJICOTHJITHBIMH OCTAaTKaMH Tepe]l MHUIUUPYIONIMM KOJIOHOM YeTBEPTOi paMKu
CUMTBIBaHUS, Hecymell nHpopmanmio s cunTtesza 17,5 k/la Genka. 3’-KoHIIEBOI
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HETpaHCIUPYeMBbIid ydacTok jumHoi 204 Hykineotuna odpasyer TPHK monoOnyro
CTPYKTYpY.

bruto Beickazano npeanonoxkenne [Sulzinski et al., 1985] o Tom, 4uro B reHome
BTM umeertcs emie onuH TeH, Kogupytonmii 54 kJla 6eIok 1 pacIonoKeHHBIH MEX-
ny 3’-xoHroM reHa 126 x/la 6enka u 5°-xontom rera 183 k/la 6enka, Tak Kak B OIBI-
Tax in vitro Opl1a 00Hapy)keHa cyorenomuas PHK, cnocoOHas TpaHciupoBarh 3TOT
6enok. Korma »ToT reH OblT KIOHMPOBAaH U TpaHC(POPMHUPOBAH B pacTeHUs Tabaxa,
TO 3TH pacTeHHs OBUIH yCcTOWUYMBHI K 3apaxxernio BTM [Golemboski et al., 1990].
Opnako 3T0oT Oemok He OBUT HaiifieH B ombITax in vivo [Saito et al., 1986]. brua
BBISIBJICHA €ll1e OfHA OTKphITast paMmka cuuTeiBanus B PHK BTM, pacnonoxeHnHas
Mexay reHamu 30 u 17,5 x/la 6enkoB u kogupytromas 4 x/la 6emox [Morozov et al.,
1993]. Tak kxak 3TH /1Ba Oenka He OBLTH HalCHBI B PACTEHUAX TabaKa, TOPaKeHHBIX
BTM, 10 nipuHATO cuutarb, 4To TeHoM BTM cOCTOUT TOJIBKO U3 YETHIPEX I'€HOB.

Ymanenue K3M-CTPYKTYPHI B pe3yinbrate o0padboTku (hocdoamdcrepasoit mpu-
Bonmito notepe napexknnonaoctd y PHK BTM [Ohno et al., 1976]. MytauTst BTM,
nMerortre aenerun 10 10 HyKIeoTHI0B B HETPAHCINPYEMOH MOCIIe0BaTEIbHOCTH,
MIPUMBIKAIONIEH K KAM-CTPYKTYpE, COXPAHSUIM CIOCOOHOCTh K peruiuKanuu. Eciamn
Jenenuii ObTo OOJIBINIe, TO OHM TepsUTH ATy crocobHocTh [Takamatsu et al. 1991;
Watanabe et al. 1996]. Bupyc-xogupyemsie 6emnxu ~126 u ~180 k/la BxomsT B cocTaB
PHK-permmukassr [Zaitlin et al., 1973; Brishammar, Juntti, 1974; Scalla et al., 1978].
B N- u C-xoHneBsix ydacTtkax Oenka ~126 k/la mokanusyroTcs mocieaoBaTeabHo-
cTi MeTwiITpancdepassl/ryanuntpanchepassr 1 PHK-renmkaspr. C-xoHIeBast 4acTb
6enka ~180 x/la mmeet motuBsl PHK-3aBucnmoit PHK-nmonmmepassr [Kpaes, 2001].
[Tonmmmepasa y3HaeT M CBS3BIBACTCSA C MPOMOTOPHOMN IMOCIIEA0BATENFHOCTHIO, yda-
cTByeT B cuHTe3e BupycHoil PHK. Xenukaza pasbequuseT JBOMHYIO LENb HYKJIECH-
HOBO# KucioThl [Maia et al., 1996; Drugeon et al., 1999]. benok 30 x/la yuacTByer
B TPAHCTIOPTE BUPYCHOTO MH(EKIIMOHHOTO Hadaia OT KJIETKH K kieTke [Atabekov,
Dorokhov, 1984; Jlopoxos, 1985; Atabekov, Taliansky, 1990]. CtpykTypHbIii Oe-
mok 17,5 x/la sBnsieTcst 6enkom obomoukn. On mokpeiBaeT PHK BTM, BoITTONHSS
3aIUTHYIO (PYHKITHIO, a TaK)Ke HEOOXOIWM JUIsS JajJbHEero TPaHCIOpTa BHpYca I10
pactenuto [Dawson et al., 1988; Saito et al., 1990]. ¥ HekoTopsx mramMmmoB BTM
6enok 000I0UKH BIMSIET Ha 00pa30BaHME JIOKAIBHBIX HEKPO30B Y pacTeHui Tabaka,
nMeromux reH N [Saito et al., 1987].

Penponmykiust BUPyCOB COCTOUT M3 MPOILIECCOB ACTIPOTEHHHU3AINH, PETUTUKAIIH

u TpaHcisanuu BupycHoit PHK, n cOopku BuproHoB. JlenpoTenHn3anus BUPYyCHON
PHK (mucconmanus BupycHoi dactuiiel Ha PHK u 6emox) HeoOxomuma it CHH-
Te3a KOMIIOHEHTOB BUpyca. JlenpoTenHu3anusi MpOUCXOAUT B UH(DUITUPOBAHHBIX
JIUCTBSX U U30JMPOBAHHBIX MPOTOILIACTaX B TeUeHUE 4-6 4 1Moclie TONIONICHHS BU-
puoHoB [Bawden, Kleczkowski, 1955; Siegel et al., 1957; Schramm, Engler, 1958;
Kassanis, 1960; Reddi, 1966; XKypasneB u ap., 1975a]. [lozxe B ompITax ¢ m30-
JIUPOBAHHBIMH TPOTOIIACTAMH OBLIO TOKA3aHO, YTO JEMPOTEHHNU3ANNS HAYUHACT-
csl yKe uepes 2-3 MUH IMocjie BHEAPEHUsT BUPYCHBIX dactui [Wu et al., 1994]. Ilo
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nanabM J1. oy [Shaw, 1973], xotopslii ucnonb3oBan yactuisl BTM, comepika-
mue Ha 5°- win 3’-koHuax '“C-Me4eHHbIH CTPYKTypHBIH O€NOK, oTnesieHue Oenka
BTM npoucxonuT Kak BBIIUIBIBAHUE OTACIBHBIX OCIKOBBIX (parMEHTOB WIIM Kak
nocienoBaTebHas JenpoTenHU3ausa BUpHoHa. [10-BUANMOMY, B paCTEHUH MOMKET
MIPOMCXOJUTH KakK TOJHAas MOCcIe0BaTeIbHas NeNPOTCHHN3AMS, TaK U YaCTHYHAS
JeTPOTEHHU3AIMS BUPYCHBIX YacTHUI], KOTOPbIE MOTYT B TAKOM BUJE BKJIIOYATHCS B
TpaHCISIIUIO (KOTPaHCIAMOHHAs pa3bopka BuproHOB [Wilson, 1984]). B mons3y
MEPBOTO TPEINOIOKEHNSI CBHICTEIBCTBYET 0O0OHApYKEHHE BCKOPE MOCIIE HHOKYIISI-
MU HeOOJIBIIOTO KoJimvecTBa cBoOoHoM BupycHoit PHK [Hirashima, Hirai, 1969;
Machida, Kiho, 1970] u nocreneHHOe CHUXEHUE MH(DEKIIMOHHOCTH 3apaskKEHHBIX
JUCTHEB B TEUEHHUE TEPBBIX 6 4 mociie nHoKy/siuuu [Kdohler, 1965]. Bo3MoxkHOCTD
KOTPaHCJIIUOHHON pa300pKu BUPHOHOB MOKa3aHa B MPSIMBIX ONBITax in vivo W in
vitro [Machida et al., 1969; Kiho, 1970, 1972a,b; Machida, Kiho, 1970; Wilson,
1984; Shaw et al., 1986; Shields et al., 1989; Saunal et al., 1993]. MoHOKIOHAJIbHBIE
aHTUTeNa, CeUpUIHbIE K CTPYKTYpHOMY Oenky BTM, uHruOupoBamu nenporeu-
HU3AIMIO0 BUPMOHOB 3TOTO BUpYyca U HAanOOombIHi 3 (HEKT JOCTUTaNCs IPH UCTIOINb-
30BaHMU AHTUTEN, PEarupyloUIMX ¢ OCITKOBBIMU (pparMeHTaMH, PacroiOKEHHBIMH
Ha 5’-koH1ie [Saunal et al., 1993]. OnHako 3arem OBUIO TIOKa3aHO, YTO Cpa3y Mocie
Hayasa JenpOTeMHU3aMH OT 5°- K 3’-KOHIly HaYWHAETCs IeNPOTEHHNU3AIMS U B 00-
parHom HanpasieHuu [Wu, Shaw, 1996].

MexaHu3M JIeNpOTEeMHU3AMA OKOHYATeJIbHO He BbisicHeH. Cunrtaercs [Namba
etal., 1989], uro crabunsHOCTL BUpHOoHOB BTM 0GecneunBaercst AByMst KapOOKCHII-
KapOOKCHIJIAaTHBIMU CBSI3SIMH MEXIly COCETHHMH OCJIKOBBIMH CyObEIWHHLIAMH H
OZIHOM CBSI3bI0 MEXIY KapOOKCHJILHOHM Tpymnmoi OenkoBod cyObeanHHIbI U (oc-
¢arnoii rpynmnoit PHK. Ilpu cna6o menounoii pH u korna BupycHasi 4acTHLa Mpo-
HUKaeT B KJIETKY pacTEeHHs OHa TepsieT MOHbI KaJIbLMs M BOAOPOJA M3 ATHUX Tap.
Onu nproOpeTaroT OTPULATEIBHBIN 3apsi, YTO NPUBOAMT K 3JIEKTPOCTATHICCKOMY
OTTAJIKWBAHHIO THX TPYMI ¥ BUPYCHAsl YaCTHLA TEpsieT CTa0MIBHOCTh. OTBITHI C
MyTanTamu BTM, y KOTOpBIX W3MEHSIM aMUHOKHCIIOTHBIE OCTAaTKHU B Oesike 0005104~
KM, TIOKa3aJId, YTO B3aUMOJICHCTBHE STUX TPYII UTPAET 3HAYUTEIbHYIO POJIb B ANC-
COLIMAIIU BUPUOHOB, HO, BEPOSATHO, ACIPOTEHHHU3ALIUS SIBISIETCS OOJIEe CIOKHBIMH
mporeccoM [Culver et al., 1995; Lu et al., 1996].

B omnbITax in vitro, xorna Bupuonsl BTM o0pabatbiBany pacTBopamMu J10ACHNI-
cynbara HaTpHUs WK cIa0O0H MIET0UbI0, OBIIO YCTaHOBJIICHO, YTO HYKJICOTHIbI He-
TPaHCIMPYEMOH MOCIeI0BATEIbHOCTH, IPUMBIKAIONIEH K KAM-CTPYKTYpE, CBSI3aHbI
¢ OCTKOBBIMHU CyObeIMHHUIIAMHE 000JIOUYKH MEHEe MPOYHO, YeM JAPYIUe 4acTh TeHO-
Ma [Mundry et al., 1991]. [1o npeanonoxenuto T. Bunscona [Wilson, 1984] mocne
yAaJeHus! IEPBBIX ¢ 5’-KoHIa 23 OeKOBBIX CYyObeJUHUL OOHAXKAETCS IEPBBIA HHU-
LUHUPYIOUIMH KOIOH, C KOTOPBIM CBSI3BIBAIOTCSL PUOOCOMBI, 00pa3yst TPaHCISIIMOHHO
aKTHBHBIE KOMIUIEKCHI — CTpainocomsl. [lepenBurasch B1oab HYKJICOTHIHOM 1IeTI0Y-
K1 prOOCOMBI YAastoT OenkoByt0 000704Ky. OZHOBPEMEHHO MPOUCXOIUT TPaHC-
TSIIHSL.
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Marpwuneit aist cuatesa 126 u 183 k/la 6enkoB cirykut BupronHas PHK. Tpanc-
noptHbIH Oenok 30 x/la u Gemok obomouku 17,5 xJla TpaHCIUPYIOTCS € TIOMOIIBHIO
cyorenomubix PHK [cm. Okada, 1999]. Ilpennonaraercs, uro cyoreHomusie PHK
oOpasyrorcst B pesynbrare paciieruienust reHomuoit PHK [Siegel et al., 1976] unn,
4yTO OoNlee BeposITHO, yacTuyHON perummkanuu (-)iermn PHK [Zaitlin, 1999]. B ot-
mnuue oT BTM u npyrux BHpYCOB, HCIOIB3YIOMINX AJIST SKCIPECCUN TEHOMOB Me-
XaHU3M, OCHOBaHHBIN Ha mpounsBoacTse cyoreHomubix PHK, komo-, Heno- u notu-
BUPYCHI MCHONB3YIOT Apyroil MexanusMm. OH 3akitoyaeTcss B TPaHCISIIUU BCEH Te-
HomHO#M PHK ¢ 00pa3oBaHreM MOJHMIPOTENHA, KOTOPHIH 3aT€M MPOTEOTUTUIESCKU
B pe3ynbTare JeHCTBUsI BUPYCHBIX MPOTEMHA3 pacnajzacTcsd Ha (yHKIHOHAJIbHbBIC
oenku [Kpaes, 2001].

Tpancnsus kinetounbix ”PHK HaunHaeTcs ¢ popMupoBaHus UMU KOJBIIEBON
CTPYKTYPBI B pe3yabrare 00pa3oBaHus KoMIUIeKkca Mexay ckaddona-o6enxom elF4G
(paxTop MHUIMALINY TPAHCISAIIUHU Y SyKapruoToB), Oenkom elF4E, cBs3piBarommm 5°-
K3I CTPYKTYpY, 1 6enkom PABP, cBsizbiBatoum 3’-monu(A) rpynnupoky [Gingras
et al., 1999]. Cunraercs [Thivierge et al., 2005], yTo HECMOTpPsI Ha HEKOTOPHIE pa3-
JINYUST MKy KIeTOUHbIMU U BUpycHbIMU UPHK B cTpoenuu 5°- u 3’-KOHILIOB, BU-
pycusie PHK taksxe Tpancnupyrorcs B opMe KoJblia, XOTsl HEKOTOPbIE U3 HUX UMe-
0T BHYTPEHHIOIO MTOCIIe0BaTeILHOCTD (an internal ribosome entry sequence), cro-
COOCTBYIOLIYIO PSIMOMY KOHTakTy pubocoMm ¢ PHK 6e3 yuacTus nHUIHUpYOLIETO
TpaHcisiuio koMiiekca elF4F.

Pennukanus Bupycuoit PHK ocymectnsiercs npu yuactuun PHK-pernmkazbt
(PHK-3aBucumori PHK-monmmmepassr). @epmeHT npucoeanHseTcs K 3’ -KOHITy BH-
pycHoit PHK u cuntesupyer B HampaBiieHHH K 5°-KoHIY (-)uemnb. 3ateM (-)uenu
CIIy’KaT MaTpUIlaMu JUisi cuHTe3a (+)ueneil. B xone perumkanuu o0pa3yroTcst mpo-
MEXXyTOUYHbIE TPOAYKTHI, B TOM uncie asyxcnupanbhas (ds) PHK, cocrosmas u3
KOMIUIEMEHTAPHBIX [TOJTHOPAa3MEPHBIX MUHYC- U IUTIOC-1IeTiel (peruinkaruBHast Gop-
Ma — RF). lpyras, Tak Ha3piBaeMasi periMKaTUBHAs mpomexyTtounas gopma (RI)
MpeJICTaBlIeHa YacTHYHO ABYyX- B omHocrmpanbHeivu PHK [Burdon et al., 1964;
Shipp, Haselkorn, 1964; Ralph et al., 1965; Wollum et al., 1967; Weissmann et al.,
1968; Ralph, Wojcik, 1969; Nilsson-Tillgren, 1970; Jackson et al., 1971; Buck,
1999]. Pemnukauus BupycHoii PHK moxer ocymecTtBusitbes xozsiickorn PHK-
perumkaszoit [Duda et al., 1973; Fraenkel-Conrat, 1976, 1983],. Ilpeanomnaranocs
[Dawson, Lehto, 1990], uro BupycHas PHK-perumkasza comepkuT u XO3SHCKUH
KOMIOHEHT. [leiicTBuTenbHO, BhicokoounnieHHass PHK nomumepaza BTM, Bbiae-
JICHHAs! U3 WHQHULIUPOBAHHBIX 3TUM BHUPYCOM PACTECHUH TOMATOB, IOMHMO BHpYC-
KoupyeMbIx OenkoB 126 u 183 k/la comeprkana Tpu X03gHCKHUX Oenka ¢ M. M. 50,
54 u 50 x/la. [Ipugaem Oenok 56 k/la oSBT aHTUTEHHOE POACTBO K IPOXIKEBOMY
(hakropy mannmanuu tparcusaiuu elF3 [Osman, Buck, 1997]. ITokazano meTomgom
MMMYHOTIPEITUIUTAIINN, YTO Taba4dHblil (hakTop WHUIMAanuu TpaHcisnuu eEF1A
B3aMMOJICHCTBYET He ToNbKo ¢ 3’°-koHiioM PHK BTM, HO 1 ¢ MeTunTpaHcdepasHbIM
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nomenoM BupycHoit PHK-3aBucumoit PHK-nonmumepasst [ Yamaji et al., 2006]. Pe-
3yJIBTaThl OMBITOB C MyTaHTaMM pacTeHUl A. thaliana, y KOTOpHIX OBLIO MOAABICHO
Hakorienne PHK BTM, cBuneTenscTBYIOT 0 TOM, 4TO 71 cMHTe3a BUpycHoil PHK
HEOOXOIMMBI J1Ba X03HCKUX Oeika. MHTepecHo, 4To STH MyTallu HE CKa3bIBAIUCH
Ha peruIMKalui BUpyca OrypedHOH MO3auKU M BUpyca KEJITOH MO3auKy TypHerca
[Ishikawa et al. 1993; Ohshima et al. 1998]. YcTanoBiena HEOOXOTUMOCTh OEITKOB
elF4E nist perumkaTiBHOTO LMKJIA TIOTUBUPYCOB B pacTeHusix 4. thaliana [Duprat
et al., 2002].

Permukasnsiii kommnexke BTM pacnono:keH Ha 3HOILIA3MAaTUYECKOM PETU-
KyJlyMe, aCCOLIMMPOBAHHOM C KJIETOYHBIM LUTOCKEJIETOM B IIUTOIUIA3MAaTHYECKHUX
00pa3oBaHusIX, Ha3bIBAEMBIX BUpOILIa3MaMu. B xoje pa3Butus 3a0oneBanus U3 BU-
porutasM (GopMHPYIOTCst aMOpHBIE BKIIOYEHUS — X-Teda. MeMOpaHbl peTHKYITyMa
BJIMAIOT Ha KOH(QUTypamuio U aKTUBHOCTh peruiuKasHoro komiuiekca BTM. Pas-
JUYHBIE 3Tanbl BUpYycHOU penpoaykuuu (perumkanus PHK, cunres Oenka, cOop-
Ka BHPYCHBIX YaCTHII) JIOKaJH30BaHbI B BUpoOIIazMax (cM. moxpodnoctu B [Buck,
1999]).

COopka BUPYCHBIX YaCTHIl HAYMHAETCs ¢ B3auMmojeiicTeus yuyactka PHK BTM
Ha paccTosHuU npuMepHo 900 HYKIEOTHIHBIX OCTAaTKOB OT 3’-KOHIA U JIBOIHOIO
nucka Oenka. Yuacrok PHK umMeeT Bu mmuiibKu ¢ meTseid Ha KOHIIE, KOTopasi BXO-
JUT B LICHTPAJIbHYIO MOJOCTh AUCKa Oenka obonouku. [lpu 3ToM nmpoucxoauT mpe-
BpallleHUe TUCKA B CIUPAJIbHBIN 3aBUTOK. 3aTeM MPUKPETIAETCS] BTOPOH AUCK U TaKk
nanee. O6a konna PHK oneBarorcsi oJHOBpeMEHHO, HO CKOPOCTh OZICBAaHHS B Ha-
MIpaBJIeHUH K 5°-KkoHIy BbIlIe. [IepBbie 3pernble, TO €CTh MOJIHOCTBIO OAEThIE BUPHO-
HBI 00HApPYXHUBAIOTCS Yepe3 6 MUH mocie Hadana coopku. Coopka BuprnoHoB BTM
noapoOHo onucana B crarbe [1. batnepa [Butler, 1999].

I'enom BupycoB cemetictBa Rhabdoviridae npencrasien ss(-)PHK [Kpaes,
2000]. ITocne MPOHUKHOBEHHS B PACTUTEIbHYIO KJIETKY BUPHOHBI CBSI3BIBAIOTCS C
9HJIOMJIa3MaTHYECKUM PETUKYITYMOM U TIOJ ACUCTBHEM JIN30COMABHOTO (pepMeHTa
TEPSIOT BHEHIHIO 000JI0UKY, COCTOSLIYIO M3 BUPYCHOTO IUKONpoTenHa. [1pu sTom
0CBOOOKIAETCs TPAHCKPUITIMOHHO akTUBHBIN Hykieonporena (PHK u 6enku N, L,
NS). benok N BiusieT Ha penMKanuio U TpaHCKpunuuio revoma. beiaxu L u NS sB-
JIIFOTCSL KOMIIOHEHTaMH BUPYCHOM nmonumepassl. Penpoaykuus Bupycos poaa Cyto-
rhabdovirus TpOUCXOOUT B IIUTOILIa3ME KJIETOK B BUPOIUIa3MaX, aCCOLMUPOBAHHBIX
C KaHaJIaMH1 SHIOTUIa3MaTHYECKOTO PETUKYITyMa. Y BUPYCOB pona Nucleorhabdovi-
7us OOHa)KEHHBIN TPAHCKPUTIIIMOHHO aKTHBHBIA HYKJICONPOTEH ] TPAHCIIOPTHPYETCS
B KJICTOYHOE S,IPO Yepe3 MOPbI B sIIEPHON 000JIOUKH U CITYKUT MaTpULEH AJIsl CHH-
te3a Monekyn MPHK. Otu monekynsl n”PHK Tpancnoprupyrorcs B nutomiasmy, rie
nporcxoautT ux Tpancisiuus. benku N, M2 u L nepenocsitcst o0patHo B sApo, re
MHUIUHUPYIOT peruinkanuio reHomHod PHK n nanbneiimmii cuntes nPHK. 3arem
Ha BHYTPEHHEH siiepHOl MeMOpaHe coOOUpaloTcs BUPYCHBIC HYKJICOKAICHUABI U TIO-
KPBIBAIOTCS JIMITUIHBIMU 000JI0YKaMH, COAep KalllMMHU BUPYCHBIH Oenok G [Jackson
et al., 1999; Kpaes, 2000].
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[Toka maio N3BECTHO O MEXaHMW3MaX PENpPOIYKIHUH (PUTOBUPYCOB, COIEPIKALINX
dsPHK (cemeiictBa Reo- u Partitiviridae). Bce Bupycol poa Fijivirus 1 HEKOTOpPbIC
BHPYCHI pofa Phytoreovirus (ceMmeiicTBo Reoviridae) peTuTMIIUPYIOTCS B IATOTLIA3-
Me ¢rosmubIX KineTok. Ocranbhbie Bupychl ¢ dsSPHK pa3mHoxkarorcst B nuTorazme
MapeHXUMHBIX KJIeTOK B Buporuiazmax [Kpaes, 2000]. [Tokazano [Acs et., 1971], uto
Yy PEOBUPYCOB MaTPUIIEH IJIsi CHHTE3a BUPYCHOM peruinkasoit (-)ueneit PHK ciyxar
(+)uerm PHK.

VY Bupycos cemeiictBa Caulimoviridae peTuIMKaTUBHBIN UK UMeeT ABe (asbl:
saepHyto, korma BupycHas JIHK tpanckpubupyercs xozsiickoit JTHK-3aBucumoit
PHK nonmmepasoii II ¢ obpazoBanuem nsyx PHK-tpanckpunros (19S u 38S), u
nuToruiazmMaruueckyto, korga 19S PHK tpancimupyercs B 6enok 62 k/la, oOHapy-
YKUBAeMbI B IIUTOIUIA3MAaTHUECKUX BUPYCHBIX BKIIIOYEHUAX, a MosieKyssl 38S PHK
o0OparHO TpaHCKpuOupyroTcs Bupyckoaupyembivu PHK-3aBucumotii JIHK monume-
pa3oii (oOparHoit TpanckpunTasoit) u PHKa3oit H ¢ oOpasoanunem JIHK [Hohn,
Fiitterer, 1997; Kpaes, 2000].

Yacruibl BUpycoB cemelictBa Geminiviridae HaKatuIMBArOTCS B s,Ipax HHQUIH-
POBAHHBIX KJIETOK. Peruinkanus mpoxoauT 1o MeXaHu3My KaTsIerocs konsia. Baa-
yasie ss (+)auth JJHK ciyxut MaTpuiieit s cuaTe3a (-)Uenu ¢ mocIeay oM 00-
pa3oBaHKeM IPOMEKYTOYHOH NBYHHUTEBOW perumkaruBHol ¢popmel (RF). RF nmeer
IBe (YHKIMU: OHA CIIY)KUT MaTPULEH Ui TPAHCISALUU U JUIs CHHTe3a (+)HHUTEH,
HEOOXOAMMBIX JIJIsl 00pa30BaHus reHOMHbBIX KouiblieBbIX ssJIHK. J{ns cBoeit peruim-
Kallii TeMUHHBHUPYCHI HCMONB3YIOT x03siickue JJHK nonumepasnbie GpepmMeHTHBIE
cucremsl [Gutierrez, 1999].

3.2. YyBcTBUTENbHbIE pacTeHUs

Bupycsl Xopomo pasMHOXKaIOTCSl B UyBCTBUTEIIBHBIX PACTCHHUSX, HO HAKO-
IUIEHUE BUPYCOB B TKAHIX PACTCHUI HEPaBHOMEPHO M 3aBHCHUT OT THIIA U BO3pacTa
TkaHei. Co BpeMeHEeM KOJTMUECTBO BUPYCHBIX YaCTHUI] B JIUCTHSIX MOXKET CHUKATHCS
W3-3a UX JIerpajalii U TPAHCIIOpTa B JPYTHE OPTaHbI.

VY 4yBCTBUTENBHBIX PACTCHUH MMEIOTCS TKaHM (aluKaibHash MEepHcTeMa U
«3€JICHbIC OCTPOBKMY), KJIIETKH KOTOPBIX CBOOOIHBI OT BHUpYyCa MJIH COIEPXKAT €ro
odeHb Masio. Bo MHorux paborax (cm. [XKypasnes, 19796]) Obuto mokazaHo, 4To
4acTh alMKaJIbHBIX MEPUCTEMAaTHYECKUX KJIETOK MJIM BCSI MEpUCTEMa HE COAEPIKaT
BUpPYCHBIC YacTUIbl. Bennunna 6e3BUPYCHON 30HBI MEPUCTEMBI 3aBUCHT OT KOMOU-
HaIM{ BUPYC — pacTeHUE. ITa 0COOCHHOCTh MEPUCTEMATHYECKHUX KIETOK HCIIOJb3Y-
eTcs 71 OTY4YEHUsI METOJaMH OMOTEXHOIOTHUH 3[J0POBBIX PACTCHUH-PETCHEPAHTOB
U3 alUKaIbHON MepUCTeMBI. [IpUYMHBI OTCYTCTBUS MIIM OYEHb HU3KOTO COACPIKAHMS
BHpYyCa B MEPUCTEMATUIECKHUX KIIETKaX MOKA OKOHYATEIbHO HE YCTaHOBIJICHBI. bbln
BBICKa3aHBI CIIEAYIOUINE MPEANOIOKEeHUS. Bo-NiepBhIX, B arnekce HeT eme chopMu-
POBABIIUXCS MPOBOALINX MTyTeH M mIazMoaecM [Dcay, 1969]. OTo uckmrouaeT no-
najiaHue BUpyca B aleKe Mo MPOBOASLICH CHCTEME U 3HAYUTEIBHO 3aMeJIsIeT MEK-
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KJIETOYHBIM TpaHCIOPT BUpYyca. Bo-BTopbIX, mpeamnonaranock [Salomon, 1989a,b],
YTO B MEPUCTEMATHUECKUX TKAHSAX BUPYCHHAYLHMPOBAHHAS MPOTea3a THAPOIU3YeT
BUPYCHBIH 0€JIOK 00OJOYKHM M TeM CaMbIM MPEMSATCTBYET PaclpOCTpPaHEHHIO BU-
pycHoro marepuana. [eiictButensuo, A.B. PeynosbiM [1999] Ob10 nmokaszaHo, 4To
XapaKTEepPHBIMU MPU3HAKAMU KIIETOK 0a3aIbHBIX YacTel OYeHb MOJIOJBIX BEPXYIley-
HBIX JIUCTHEB pacTeHHi Tabaka W AypMaHa, oONajarolX MEpPHCTEMAaTHYECKUMHU
cBOMcTBaMu, cucTeMHO MHpuUUpoBaHHEIX BTM u X-Bupycom kaprodersi, cooT-
BETCTBEHHO, SBISIOTCS 3HAUUTEIBHOE OTXOKACHUE IJIa3MajeMMBbl OT KJIETOYHOM
CTEHKHU U BBICOKas JINTHUECKAsi aKTUBHOCTh B KJIIETOYHOW CTCHKE M B MPOCTPAHCTBE
MEXIy CTEHKOH M TIIa3MaieMMOi. DTH W3MEHEHHUS MOTYT OJIOKMPOBATh MM 3aMe]l-
JISITh CUMILJIACTHBIN TPAHCIIOPT BUPYCHOTO MaTepuaina. B-TpeTbux, B MepucTeMaru-
YECKHUX KJIETKaX OYCHb BBICOKA HHTCHCUBHOCTH KJICTOYHBIX CHHTE30B, YTO 3aTpyIl-
HSIET POLIeCC BUPYCHOH penponykuuu. HenaBHO ObIIO BRICKa3aHO MPEON0KEHUE
[Foster et al., 2002] o Tom, 4TO B pacTeHUAX JICHCTBYET 3allUTHASI CHCTEMa, CEJIeK-
TUBHO MpOMycKaromas B anekc suaorenusie PHK, HO mpensTcTByoMIas TpaHCIopTy
BUpYyCa U CUCTEMHBIM CHTHaJlaM MOCT-TPaHCKPUIIIIMOHHOTO MOJTYaHus reHoB. [1o3-
xe Obuto mokaszano [Schwach et al., 2005], uro B pactenusix N. benthamiana PHK-
3aBucuMass PHK-nmonumepasza (RDR6) yuacTByeT B 3amuTe amekca oT X-BUpyca
kaprodens. ITu nBe paboThl CBUACTENBCTBYIOT O TOM, YTO OIPaHUYECHHE PacIpo-
CTpaHEHUS ¥ HaKOTUICHHs BUpPYCa B TOUKE pOCTa PACTCHUSI 00YCIOBICHO HE TOJIBKO
3aTpyAHEHHEM TPAHCIOPTa W PENpPOAYKLUUH BHPYyca, HO U (PyHKIMOHUPOBAHUEM B
pacTeHHsX CUCTEMbl yMOJIKaHUs TEHOB (CM. paszen 5.5).

XapakTepHbIM CUMITOMOM MHOTHX BHPYCHBIX 3a00J€BaHHI UyBCTBHUTEIIb-
HBIX PACTCHUH SIBISICTCS MO3aWYHAsl OKpACKa BEPXHUX MOJIOJIBIX JINCTHEB, Y KOTOPBIX
YYaCTKH TEMHO-3€JICHOM TKaHH YepeyIOTCsl C YIaCTKaMU JKEITOBATOM MM CBETIIO-
3€JICHOM TKaHH. YUYacCTKH TEMHO-3€eJICHON TKaHU ellle HAa3bIBAIOT «TEMHO-3€JICHBIMH
ocTpoBKaMm». Bo MHOTrMX paboTax ObIJIO YCTaHOBIICHO, YTO KIIETKH «TEMHO-3€JICHBIX
OCTPOBKOBY» JJTUTEIBHOE BPEMS CBOOOIHBI OT BUPYCa UIIH COAEPIKAT €T0 OUeHb MaJlo
[Caldwell, 1934; Fulton, 1951; Solberg and Bald, 1962; Atkinson, Matthews, 1967,
1970; Loebenstein et al., 1977; Sindelafova, Sindelaf, 2004]. bonee Toro, 3m0po-
BbIEC PACTEHUSI-PETeHEPAHTHI OBLIH TOTyYEHBI U3 TPOTOIUIACTOB, H30JMPOBAHHBIX M3
«TEeMHO-3eJIeHbIX 0cTpOBKOB» [Shepard, 1975; Murakishi, Carlson, 1976]. Tonbko
B OJJHOH paboTe KIETKU «TEMHO-3EJICHbIX OCTPOBKOBY», 00Pa30BaBILUXCS B JIUCTHIX
pacTeHuii TypHeIica, opa)XeHHBIX BUPYCOM MO3aWK{ LIBETHOH KaIycThl, COACpIKa-
71 OoIblIe BUpyca, YeM KieTKu okpyskatomeit Tkanu [ Al-Kaff, Covey, 1996]. B Ha-
LIMX OMbITaX OBUIO MOKa3aHo, YTO M0 MEepe CTAPECHUS JIUCTHEB COAepKaHUe HH(EK-
LUOHHOTO BUpPYyCa M BUPYCHOTO AHTHUI€HA B KJIETKaX «TEMHO-3EJICHBIX OCTPOBKOB)
yBenuuuBaercs [Burundukova et al., 2009].

«TemHO-3€I€HBIE OCTPOBKH» SIBIAIOTCS 3aragouHbiM (eHomeHoMm. Ecmm
OTCYTCTBHE WJIM HU3KOE COJCp)KaHHE BHpYCa B KIETKaX allMKaJIbHOW MEPUCTEMBI
MOYHO OOBSICHHUTB, XOTS ObI YACTHYHO, HE PAa3BUTOM TPAaHCIIOPTHOM CUCTEMOM B Bep-
XyIIKe CTeONs, TO KIETKH «TEeMHO-3€JIEHBIX OCTPOBKOBY» COEIMHEHBI C(HOPMHUPOBAB-
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IIUMHECS THIA3MOJIECMAMH C OKPYXKAIOIIUMHU WX KJIETKaMH CBETJIO-3€JIEHOW TKaHH,
cofiepKanuMu OOJBIIOe KOIWYECTBO BUpYCa.

«TemHO-3e1€HBIE OCTPOBKWY OBUIA YCTOWYHBBI K IOBTOPHOMY 3apakKEHHUIO
TEM e CaMbIM IITAMMOM BUpPYyCa WIIN IPYTUMH €r0 IITaAMMaMH, BBI3BIBAIOIITIMH MO-
3aMYHBIE CHMITTOMBI, HO HE K IITaMMaM, HHAYIUPYIOIIAM 00pa30BaHUe JOKATbHBIX
HEKpO30B, a Takxke K apyrum Bupycam [Fulton, 1951; Atkinson, Matthews, 1970;
Loebenstein et al., 1977]. OnHako B TUCTBSIX pacTeHUH Tabaka, CHCTEMHO WH(HITH-
poBaHHbIX BTM, KOJIMYECTBO KJIETOK «TE€MHO-3€JIEHBIX OCTPOBKOBY, COAEPKAIIMX
yactuipl BTM, Tak xe kak u yuciio yactul BTM B kieTkax yBeIn4uBanoch, KOraa
9TH JTUCThS 3apaxkanu X-Bupycom kaprodens [Reunov, Nagorskaya, 1994].

[Toxa maio n3BecTHO O (HOPMUPOBAHUH «TEMHO-3€JIEHBIX OCTPOBKOBY U pa3-
BHTHH UX BUPYCOYCTOWYMBOCTH. KOMMYECTBO U pa3Mephl «TEMHO-3€JIEHBIX OCTPOB-
KOB» B JIUCTHSIX 3aBUCST OT BO3PACTa JIMCTa B MOMEHT ITOTNIaIaHusl B HETO BUPYCHO-
ro nHdeknmonHoro Havyana [Solberg, Bald, 1962; Reid. Matthews, 1966; Atkinson,
Matthews, 1967; Takahashi, 1971]. CpaBHUB 4HCIIO KJIIETOK B PACTYIIEM JIUCTE U
B «octpoBkax» II. AtkuHcon u P. Mateio3 [Atkinson, Matthews, 1970], mpumnuim
K 3aKJTFOYEHHIO, YTO «TEMHO-3€JI€HbIe OCTPOBKM» Pa3BUBAIOTCSA W3 KiacTepa B He-
CKOJIBKO COT KJIETOK.

Bbruto mokazaHo, YTO KIJIETKH «T€MHO-3€JICHBIX OCTPOBKOBY» IHUTOJIOTHYECKH
CXOIHBI C KJIETKaMH 37I0POBBIX JIUCTHEB, TOT/IA KaK B KJIETKAaX CBETIO-3€JICHON TKa-
HU OBUTH BBISBIICHBI PA3IMYHBIE CTPYKTYPHBIE M3MEHEHUS, B TOM YHCIIE JIeTeHe-
pamus xjoporiactoB. KileTkn cBeTino-3esieHoi TKaHW OBLIM MEHBIIE TI0 pa3Mepy,
9eM KJIETKH «OCTPOBKOB» U 3IOPOBBIX JTHCTheB [ Atkinson, Matthews, 1970; Honda,
Matsui, 1974]. Ognaxo A.B. PeynoB [1999] o0Hapy W1 W3MEHEHHBIE XJIOPOILIa-
CTHI U B KJIETKAX «TEMHO-3€JIEHbIX OCTPOBKOBY. l3ydas koimuecTBEeHHbIE WHIEKCHI
CTPYKTYPBI BEpXHHUX JIHCThEB pacTeHH Tabaka, cucteMHO HHpHurpoBaHHBIX BTM,
™Mbl [Burundukova et al., 2009] He HaIITN JOCTOBEPHBIX PA3IHYUI MEXY CBETIIO-
3eJIeHBIMHU Y9aCTKaMH U KOHTPOJIEM (JTMCThS 37I0POBBIX PACTEHUH ) TI0 TAKUM TTOKa3a-
TEJSIM KaK TOJIIUHA JINCTA, TOJIIMHA BEPXHETO M HIDKHETO SITUAEPMICA, KOITHIECTBO
Y pa3Mepbl yCTHUI B HIDKHEM DIIHJIEPMHUCE, KOJTMUECTBO NAIMCATHBIX Me30(PHITBHBIX
KJIETOK, KOJIMYECTBO XJIOPOIUIACTOB B MAJMCAHBIX B TYOYaThIX ME30(MITHHBIX KIET-
Kax Ha CM” TMCTOBOM MOBepXHOCTH. CBET/I0-3€JIeHbIC YYACTKH COACPIKAIN OOIIbIIe
ryouateix Me30()MIbHBIX KJIETOK Ha CM’ JIHCTOBOM TMOBEPXHOCTH W JOCTOBEPHO
Ooee TONCTHIN TyOUaThIii MEe30(HILT IO CPaBHEHHIO ¢ KOHTposieM. OIHAKO B OTHX
y4acTKax TOJIIMHA MaNCaIHOTO Me30(uiuIa, IIIMHA U 00beM NaINCATHBIX KIETOK,
cofiepKaHHe XJIOPOIUTACTOB B Me30(hMIIBHBIX KJIETKAaX OBUIM 3HAYMTEIFHO MEHBIIIE.
Bce »Tn m3MeHeHHs B CTPYKType MOTYT BIUATH HA MOTEHIUATBHYIO TPOAYKTHB-
HOCTB JINCThEB. [ 10 cpaBHEHHIO CO CBETIIO-3€JIEHBIMI YYaCTKaMH JIUCTHEB, CHCTEMHO
nHpumpoBaHHBIX BTM, y «TeMHO-3eTI€HBIX OCTPOBKOBY» OBUIH TOCTOBEPHO BHIIIIE
TaKWe IMOoKa3aTell KaK TONIUHA JINCTA, TONIUHA BEPXHETO M HIDKHETO AIHIEPMHU-
ca, KOJMYECTBO HIKHUX YCTHUI[ U JUTMHA TTATUCAJHBIX Me30(UIBHBIX KIETOK. B
1IEJIOM, «TEMHO-3€JIEHbIe OCTPOBKMY IO KOJTMYECTBEHHBIM CTPYKTYPHBIM TOKa3are-
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JISIM 3aHUMAIOT IMTPOMEKYTOUHOE MTOJI0KESHUE MEXKJTy CBETIIO-3€JICHBIMU YYaCTKaMU U
3JI0POBBIMU JTUCThIMU. HeoqMHAKOBOE BIIMSIHUE BUPYCHOW MH(EKIIMKA HA PA3BUTHE
TKaHEeH JINCTa MOYKHO OOBSCHUTH CIEAYIONIMMU TpUIUHAMU. BO-TIepBBIX, pacTeHne
SIBJIIETCSl OYCHb T'€TEPOTCHHOM CHCTEMOW OTHOCHTEIBHO BO3pPACTa KaXkKJOTO JIMCTa
U Jaxke OTAeNbHBIX yacTell tucta [Avery, 1933; Maxymowych, 1963]. Bo-BTopsIx,
BHPYCHOE MH(EKIIMOHHOE HAYaJl0 TIONajacT B PA3JIMYHBIC OpPraHbl U KJICTKHA pac-
TEHUS B pa3HOE BpEMsI.

I1. Atkuncon u P. Mateio3 [Atkinson, Matthews, 1970] mpemnonoxuiy,
YTO YCTOHYMBOCTh «TEMHO-3CJICHBIX OCTPOBKOBY» BBI3BaHA KAKHM-TO «TU(PPY3HBIM
TEMHO-3€JICHBIM areHTOM». [|eiiCTBUTEIBHO, BUPYCHBIC HHTUOUTOPHI OBLIH BBIJIEIIC-
HBI U3 «TEMHO-3€JICHBIX oCcTpoBKOBY» [Wetzler, Schuster, 1983; Gera, Loebenstein,
1988]. Onu cHmKamM HHPEKIMOHHOCTh BUPYCA 7 ViVo U aKTUBHOCTH (DepMEHTOB,
y4acTByIOMmUX B 6uocunTese BupycHoii PHK [Sindeldfova, Sindelat, 2003]. He sicHo,
MOYEMY ITH WHTHOUTOPHI HAKAILTHUBAIUCH M (DYHKIIMOHUPOBAIM TOIBKO B KIIETKAX
«TEMHO-3€JICHBIX OCTPOBKOBY, a U HE B COCE/IHUX KJIETKAX CBETJIO-3CJICHOW TKaHHU.

Bo03MOKHO, 4TO YCTOHYHMBOCTh «TEMHO-3EJICHBIX OCTPOBKOB» 00YCIIOBICHA
CUHTE30M OCJIKOB, CBsi3aHHBIX ¢ maroreHe3oM (PR-0OenkoB). [lonpoOHOE onucanue
PR-GenkoB mano B maBe 8. Oanako mbl [Burundukova et al., 2009] He BbIsBHIN
Ka4eCTBEHHBIX pa3inyuii B cocTaBe PR-0emKkOB MEXKIy «TEeMHO-3€JICHBIMUA OCTPOB-
KaMW», CBETJIO-3€JICHOW TKaHBIO M JIUCTHSIMH 3JIOPOBBIX pacTeHuil Tabaka. [IpoObt
13 OOJIBHBIX PACTCHHI COJEPIKAIH HECKOIbKO MeHbIlle PR-0enkoB 1Mo cpaBHEHUIO ¢
KOHTPOJIEM, YTO, BO3MOXHO, O0BSCHSETCS XPOHUYECKOH CTajuel 3a001eBaHus pac-
TEHUH, UCTIOIB30BaHHBIX B HAIITMX KCIIepuMeHTaX. HeOobIoe yBemuiaeHue coaep-
xaHusi PR-0€IKOB B TUCTHSIX YYBCTBUTEIIBHBIX PACTEHUH, MIOPAKCHHBIX BHPYCaMHU,
OBLITO MOKa3aHo psijioM aBTopoB [van Loon, van Kammen, 1970; Fraser, 1982; Profo-
tova et al., 2007]. CpeanenaroreHHbIl mTaMM X-BUpyca KapTodess BbI3bIBa yBe-
JIMYCHUE coyiepkanusi PR-0eKoOB B TUCTHSIX pACTCHUS AypMaHa B TCYCHUE JIBYX HE-
JISJTb TIOCJIe 3apaXKCHUsI, HO Uepe3 TPU HEJCNN pa3indus B cojepxanuu PR-OenkoB
MEXy OOBHBIMH U 3I0pPOBBIMH pacTeHUsIMH ncuesanu [Sapotsky et al., 2005].

Onnaum u3 PR-6enkoB siBnsiercss PHKasa [van Loon, van Strien, 1999]. Ha-
yuHast ¢ padorel T.O. [lunepa [Diener, 1961], MHOrHMH HCCIIEIOBATEISIMU TTOKA3a-
HO pe3koe yBenmuenue akruBHocTH PHKa3 nocne 3apaxkenus pacrenuit Bupycamu
[PeynoB, 1999; Manunosckuii, 2002; Sindelafova et al., 2000, 2002, 2005; Park et
al., 2004a, Sindelat, Sindelarova, 2005; Sindelafova, Sindelaf, 2004]. TpaucreHusie
pacTeHHUs ¢ TOBBIIIEHHBIM ypoBHeM dKkcnipeccuu PHKa3 Obutn Gornee ycTOMYUBEI K
MaToreHaM 10 CPaBHEHUIO C HCXOIHBIMU pacTeHusiMu [ Watanabe et al., 1995; Ham-
mond, 1997; Langenberg et al., 1997; Zhang et al., 2001; Tpudonora u ap., 2007].
Opnnako B Hammx onbitax [Burundukova et al., 2009] nmpoOb! U3 HUCThEB OOIBHBIX
pacTeHull («TeMHO-3€JICHbIC OCTPOBKM» U CBETIIO-3€JICHAasI TKaHb) uepe3 28 mTHei mo-
CJIe 3apaKSHISI UMEJTA HECKOJIBKO MEHBIIYI0 akTHBHOCTh PHKas3el, uem B koHTpOIIE.
MHorue aBTopbI MoKa3anu, 4To akTuBHOCTh PHKa3bl pe3ko yBennuuBaeTcs Bo Bpe-
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MsI OCTpPOH (a3bl 32a001IeBaHMs, HO 3aT€M CHHUKAETCS IO KOHTPOJIBHOTO YPOBHS MU
Huxke [eM.: Manunosckuid, 2002].

[IpuBeneHHbBIE TaHHBIC CBUACTEIBCTBYIOT O TOM, YTO BHPYCOYCTOHYHUBOCTH
KIIETOK «TEMHO-3€JICHBIX OCTPOBKOB» BbI3BaHa He PR-Oenkamu, B TOM 4mcie u
PHKa3o0i1, a KakuMU-TO IpYTUMU OpUduHAMU. BO3MOXKHO, KIIETKH «TEMHO-3€JIEHbIX
OCTPOBKOBY» UMEIOT O0JIee BHICOKMI yPOBEHB IJIOMAHOCTH 110 CPABHEHHIO C KIIETKa-
MU CBETI0-3e/IeHOH TKaHu. Kojebanus B uncie XpoMOCOM B COCETHUX KIIETKaxX pac-
TEHUH He Takoe yxk peakoe coobiTie [Rao, Nirmala, 1986; Prakash et al., 1988]. Bsi-
COKHI ypOBEHb TUIOUHOCTH MOXKET CITIOCOOCTBOBATh AKTUBAIIMH KJIETOYHBIX CHHTE-
30B M €CJIH ATO JISHCTBUTEIHHO TaK, TO YMEHBIIIATh TEM CaMbIM IIAHCHI BUPYCHBIX
CUHTE30B B KOHKYPEHIIHH 32 ITPE/IIIIECTBEHHUKOB U MECTAa CHHTE3a B PA3BUBAIOIIIIXCS
kieTkax. [[o3ToMy KIeTKH «TEMHO-3€JIEHBIX OCTPOBKOBY» COJIEPIKAT MaJIO BUPYCHBIX
yacTull. bojee BEpoATHO, YTO BUPYCOYCTOWYHBOCTD «TEMHO-3EJICHBIX OCTPOBKOB
pa3BUBaeTCs B pe3yibTare ymonkaHus reHoB [Moore et al., 2001], siBastromerocs 3a-
IIUTHBIM MEXaHU3MOM IPOTUB F'€HETUYECKUX CTPECCOBBIX (DAKTOPOB, B TOM YUCIIE U
BupycoB [Ratcliff et al., 1997]. beuto nmokazano [Yelina et al., 2002] HakoruieHue B
KJIETKaX «TEMHO-3€JICHBIX OCTPOBKOB» MalieHbKuX uHTephepupyrommux PHK (siR-
NAS), xapakTepHbIX AJsl MEXaHH3Ma yMoJkaHus reHoB [Waterhouse et al., 1999].
[Tozxe Obuto ycranoBneHo [Hirai et al., 2008], uTo ymoJiKaHHe T€HOB JEHUCTBYET
TOJIBKO B KJIETKAaX «TEMHO-3€JIEHBIX OCTPOBKOBY», TPAHHUAIINX C KJIECTKAMH CBETIIO-
3eneHor TkaHu. OJTHAKO HE SICHO, TIOYEMY ITOT MEXaHU3M (PYHKIIMOHHUPYET TOIBKO B
«TEMHO-3€JICHBIX OCTPOBKAX» M HE MPOSBISAETCS B KJIETKAX CBETIO-3€JICHON TKaHH.
Tewm Gosee, 4TO UMEIOTCS CBUAETENBCTBA (CM. pa3zien 5.5) 0 TOM, YTO B PACTCHUSX
CUCTEMHBIN CUTHAJ JUIS Pa3BUTHsI MEXaHU3Ma YMOJIKAHHsI TeHOB TPAHCTIOPTUPYETCS
OT KJIETKH K KJIETKE U 10 (hrrosme.

3.3. CBepx4yBCTBUTENbHbIE pacTeHUs

Jonroe Bpems ObUIO OOIIENPHUHATO, YTO B KJIETKAX JIMCTHEB CBEPXUYBCTBH-
TENBHBIX PACTCHUH BUPYC HAKAIUTUBACTCS B MEHBIIEM KOJMUYECTBE, YeM B KIIETKaX
JINCTHEB YYBCTBHUTENBHBIX pacTeHnit [Ragetli, 1967; Mbateio3, 1973; Xypasines,
19796]. Dot BBEIBOXI OBLI CACTaH HA OCHOBE pabOT C MCITOJB30BAHUEM JJICKTPOH-
HOTO MHKPOCKOTIA, KOT/]a TIOACYNTHIBAIA YUCIIO BUPYCHBIX YaCTHI] B KJIETKAX, U 110
oTIpeNielIeHnI0 HH(PEKIIMOHHOCTH, IKCTPArupyeMor U3 3apaKeHHBIX JHCTHEB. TaK,
PI. Muma [Milne, 1966 a,b,c], ucrmonb3ys 371eKTPOHHBI MUKPOCKOII, TTOICIUTA,
yTo cpenHuil Boixog BTM Ha oJiHy KJIETKY HEKpO3a B JIUCThIX CBEPXUYBCTBUTEIb-
HBIX PAaCTEHHI coCTaBisieT mpuMepHo 103 4acTHIl, B TO BpeMs Kak B KIETKaxX JyB-
CTBUTENIBHOTO X03stHa — 10°%-107 yacTuil Ha KJIeTKY. B omnbITax, riae nH(EKIInOHHbII
BHPYC KCTParupoBalii U3 HEKPO30B, CPETHUI BBIXO/ €r0 OBLI BBIIIE M OBUT paBeH
10 Smr BTM nHa 1 mm? muromiaan Hekposa [Rappaport, Wildman, 1957]. Tlpu co-
nepsxkanun 5 X 10° kmetok Ha 1 MM? HEKpOTH3MPOBAHHOW TKAHM, KakK 3TO CYHMTAI
P.I. Mumu [Milne, 1966a], maHHBIH BBIXOA COCTaBIsIET OKOJO 3 X 10* BHpYCHBIX
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YacTHUIl Ha KJIETKY. AHAJIOTHYHBIC PE3YyNIbTaThl ObLIM TOJNyYSHBI B OMNbITaX, KOLJa
COZIep’KaHHue IKCTPAarMpOBAaHHOTO BUPYCa ONpEASIsIN ceponorudecku [ Weintraub,
Ragetli, 1964]. TouHOCTb OLICHKH COACPKAHHS BUPYCHBIX YaCTHUI] B KJIETKaX CBEPX-
YyBCTBHUTEJBHBIX M YYBCTBUTEIBHBIX PAaCTCHUH, MPOBEIECHHON 3TUMH aBTOPaMH,
BBI3BIBAET COMHEHHUS, TAK KaK YUCIIO OPAKEHHBIX KJIETOK HE ObLIO TOUHO YCTaHOB-
JIEHO U CpaBHEHHUE MPOBOAMIIHN B pa3HbIE CPOKH MOCIE 3apa’KeHUs] TyBCTBUTENIBHBIX
U CBEPXYYBCTBUTENBHBIX PACTEHUH.

OnbITH ¢ N30JIMPOBAHHBIMU MTPOTOILIACTAMH TTOKA3aJIM PaBHbIE MOTEHINAb-
HbI€ BO3MOYKHOCTH KJIETOK YYBCTBUTEJILHOTO U CBEPXUYBCTBUTEIBHOIO PAaCTEHMMH-
X031€B K pEenpoIyKIMH BUPYcOB. B mpoToruactax, W30JMPOBAaHHBIX M3 JINCTHEB
YYBCTBHUTEJBHBIX U CBEPXUYBCTBUTEIBHBIX pAaCTeHUH Tabaka u 3apaxxeHHbIX BTM
B YCJIOBHSIX in Vifro, BUPYC pasMHOXaJcs ¢ oAMHAKOBOW ckopocThio [Otsuki et al.,
1972a; ManunoBckwuii 1 Ap., 1983]. [logoOHbIe pe3ynbTaTsl ObUTH MOTYYEHBI B OIIbI-
Tax ¢ U30JMPOBAHHBIMHU ITPOTOTIAaCTaMH KapTodens 1 ToMaros [ Motoyoshi, Oshima,
1975; Koanenko u ap., 1982, 1985; Toyoda et al., 1983; Adams et al., 1985].

Ecnu mporormiacTsl BBLENAIN M3 MHOKYNMHpoBaHHBIX BTM nucTeeB wyB-
CTBUTENBHBIX (copT CaMCyH) M CBEpX4yBCTBUTENBHBIX (copT KcaHTu HK) pacTeHuit
Tabaka B TedeHHe nepBbiX 30 4 mocie 3apasKeHus JUCThEB, TO MHPEKIHOHHOCTD
nporomiactoB KcaHTu HK HE OTIMYaANach OT WHPEKIMOHHOCTH MPOTOILIACTOB CO-
pra CamMcyH, HO OblIa HIKE, €CIIH MPOTOIIACTHI H30IupoBaiy nmodke 30 4. B xone
WHKYOallMy U30JMPOBAHHBIX MPOTOIIACTOB UX MH(PEKIHOHHOCTH MOBBIIANACH, HO
YBEIMUUBAIUCH U PA3IHYMsl B MHPEKIIMOHHOCTH MEKAY MPOTOIIACTaMU 000UX CO-
pToB. Paznuuns Obun 00yCIOBIECHBI CHUKEHUEM COZIepKaHus poTorutacToB KeaH-
TH HK B mpo0ax B pe3yJbTare uX rmOenu, Kak OyaeT Moka3aHo MoapoOHee B TiaBe
6. Ecnu mo JaHHBIM 3THX ONBITOB PAacCYUTaTh MH(EKIHMOHHOCTH MPOO HA paBHOE
YHCIIO0 KU3HECIIOCOOHBIX MPOTOIMJIACTOB, TO OHa OyJIeT OAWHAKOBA Y MPOTOIIACTOB
o0oux coptoB [ManuMHOBCKHM U 1p., 1983].

Pe3ynbrarel, mony4yeHHble B SKCIEPUMEHTAX C W30JIMPOBAHHBIMU MPOTOILIA-
CTaMH, HEJb3s MOJHOCTHIO IKCTPANOINPOBATh Ha KJIETKH, HaXOAIINECs B COCTaBe
JIUCTHEB. J{€70 B TOM, 4TO MPOTOIIACTHI JHUILIEHB! KIETOYHON CTEHKH, KOTOpast MO-
JKET UrpaTh BaXKHYIO POJIb B JOKAIU3AMK BUPYyCca U, KaK Oy[eT MOKa3aHo B TiaBe 0,
B HEKpPOTH3aLUMH HHOUIUPOBAHHBIX KIETOK. Pa3MHOXeHUE BUPYCOB B YCTOMUMBBIX
pacTeHHsX COMPOBOKAACTCSI HAKOIUIEHHMEM BEIECTB, WHTHOUPYIOIINX BUPYCHYIO
penponykiuio [Sela, 1981]. BupycHble MHTHOUTOPBI 00pa3yOTCs U B H30JIMPOBAH-
HBIX TPOTOILIACTaX, HO BBIMBIBAIOTCS M3 HHUX Npu WHKyOmpoBaHuu [Loebenstein,
Gera, 1981]. Kpome Toro, HU3Kuil ypoBeHb HaKOIUIEHUS] BUPYCOB B CBEPXUYBCTBU-
TEJILHBIX PACTCHUSIX MOKET OBITh CBSI3aH C OTPaHUUYEHHEM TPAHCIOPTa BHPYCHOTO
WHQPEKIIMOHHOTO MaTepuala B JUCThSIX.

Paznuumst Mexx 1y 4yBCTBUTEILHBIMH M CBEPXUYBCTBUTEIILHBIMH X035€BAMU B
HAaKOIIJIEHWH BUPYCOB 3aBUCAT OT CTENEHM MHTETPUPOBAHHOCTH KJIETOK. BhIno mo-
Ka3aHo, YTO OHM HE MPOSIBISAIOTCSA Ha YPOBHE IMPOTOILIACTOB, U30JUPOBAHHBIX M3
KaJUTyCHOW TKaHH TOMATOB, M Y MaJICHBKHX KyCOUYKOB KaJlTyca, TOTa KaK y OOJBbIINX
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arperaToB KaJulyca, JIUCTOBBIX JIUCKOB U JINCThSIX 3TH Pa3Myus ObUIH XOPOIIO BbI-
paxensl [Toyoda et al., 1983].

Yeranosneno [Otsuki et al., 1972a], 4ro 1o nmosiBieHHUs: HEKPO30B MH(EKIINOH-
b1l BTM nakamiuBaicst B JUCKaX U3 JUCTHEB UyBCTBUTEIBHBIX U CBEPXUYBCTBHU-
TEJNBHBIX PACTCHUN Tabaka ¢ OJJUHAKOBOW CKOPOCTHIO. [lociie mosiBieH s HEKPO30B
OTMEYAJIOCh CHIDKEHHE MPUOBUTH HH(EKIIMOHHOCTH B NPO0ax U3 JIMCThEB CBEPX-
YYBCTBUTEJIBHOTO X03siHA. OJTHAKO pa3inyusl ObUTM HE3HAUUTEIILHBI U B paboTe He
MIPUBOJIMINCH T0KA3aTEIbCTBA UX JOCTOBEpHOCTH. MbI [ManuHoBCKuU# u np., 1983]
HEe 00HAPYKUIIH JIOCTOBEPHBIX pa3iinyuii B HakorieHnn BTM B Mckax W3 JIMCThEB
YYBCTBUTENIBHBIX M CBEPXYYBCTBUTENIBHBIX pacTeHuil Tabaka. Bo3MoxxHO, 3T0 00y-
CJIOBJICHO TE€M, YTO JAMCKHU HAXOIWJIHUCh B YCIOBUSIX BBHICOKOH BIa)KHOCTH, UTO BBI-
3BIBaE€T TOPMOXKEHHE TIpolecca Tokanu3anuu Bupyca [Ceneukas, XKypasnes, 1976;
Kosanenxo, 1988; Ceneukas u ap., 1989].

o mosiBIeHHs HEKPO30B BUPYC OT'YPEUHON MO3aUKH OIMHAKOBO HAKATLIMBAJI-
Csl B JIUCTHSIX PACTCHUI BUTHBI (CBEPXUYBCTBUTEIBHBIN XO3SIMH) U Tabaka (1yBCTBU-
TEJIBHBIN XO35MH), HO MOCJEe 00pa30BaHMs BUIAUMBIX HEKPO30B HAKOILICHUE BUPYCa
B CBEPXUYBCTBUTEIBHBIX pacTeHUsX ObUIO 3ame yieHo [Ehara, 1979]. Ananoruynsie
pe3yabTaThl ObLUTH MOJIYYEHBI B OIBITaX CO CBEPXYYBCTBUTEIHLHBIMU (cOopT CamMCcyH
NN) u uyBcTBHTEIBHBIME (cOpT CaMCyH) pacTeHUsIMU Tabaka, KOTJa ONpeaeisiin
konndectBo BTM u Bkmrouenune MedeHnoro ypuanHa B PHK BTM uepes 20-100 u
nociie 3apaxenus pactenuit [Konate et al., 1982]. B Hamux onbitax [ ManuHOBCKUH
u ap., 1983; 1993a] nakormenne BTM (tutamm OM u u3omar 412) B TUCTHSIX 4yB-
CTBUTEIILHBIX U CBEPXUYBCTBUTEIBHBIX pacTeHUi Tabaka npu 25° C nuio ¢ oxuHa-
KOBOUW CKOPOCTBIO JIO MOSIBJICHUSI JIOKAJTBHBIX HEKPO30B (36-48 4 mociie MHOKYIISALUN
muctbeB). [lociie oOpa3oBanust HeKpo30B HakorieHne BTM B JHCTBAX CBEpXUyB-
CTBUTEJIBHBIX PACTCHUN ¢ TeHOM /N HauWHAJIO OTCTaBaTh U yepe3 96 4 mocie 3apa-
KCHHS Pa3inyusl B MHPEKIIMOHHOCTU MPOO U3 CBEPXUYBCTBUTEIBHBIX PACTCHUN C
TeHOM /N U YyBCTBUTENIBHBIX, 4 TAKKE CBEPXYYBCTBUTEIBHBIX PACTCHHI TabaKa C re-
HOM N, CTAHOBUJIMCH JIOCTOBEPHBIMU IpH cTerieHu BepositHocT P=0,95. [TpoOsr u3
JIUCTHEB PACTEHUI C TeHOM N’ CYIIECTBEHHO HE Pa3IMYaINCh 110 CBOCH HH(EKITUOH-
HOCTH OT ITPO0 M3 YyBCTBUTEIBHBIX PACTCHUN B TEUCHHE BCEro BpeMeHu orbita (10
cyt). [1pu noBerienHoi Temmeparype (32° C), korja ObLIO TIOAaBISHO 00pa30BaHUE
JIOKaJBHBIX HEKPO30B, HakoruieHne BTM mpoucxonuso ¢ 0MuHAKOBOW CKOPOCTHIO B
JINCTHSAX YYBCTBUTEIBHBIX U CBEPXUYBCTBUTEIBHBIX PACTCHUIM.

CrnenoBarenbHO, OFPAHUYCHUS B HAKOIUICHUHM BHUPYCOB, XapaKTCPHbBIC IS
CBEPXUYYBCTBUTEIBHBIX PACTCHHUM, MPOSBISUIUCH TOCe (POPMUPOBAHUS JTOKATBHBIX
HEKPO30B B PE3YyNIBTATe 3aIUTHBIX PEAKIU PACTEHUH, IPUBOISAIIMX K THOCIIN HH-
(bUIUPOBaHHBIX KIIETOK, YTHETCHUIO TPAHCIIOPTA BUPYCa MO0 PACTCHUIO U 00pa3oBa-
HUIO AaHTUBUPYCHBIX BEIICCTB.
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3.4. TonepaHTHbIe pacTeHUs

Cunte3 PHK BTM u BUpYyCHBIX OETIKOB B paCTEHUSIX TOMATOB C TeHOM Tm-1,
MOJTyYEHHBIM OT JTUKHUX BUJOB ToMaToB [Pelham, 1972] u oTBeTcTBEHHBIM 3a TOJIE-
PaHTHYIO PEaKIMIO, U B MPOTOIIACTaX, U30JIMPOBAHHBIX U3 JINCTHEB 3TUX PACTEHUH
ObLT ciIbHO MHTMOMpOBaH [Motoyoshi, Oshima, 1977; Watanabe et al., 1987]. Pac-
TEHUS TOMAToB C TeHOM Im-/ T0- pa3HOMY pearupoBalii Ha 3apa)KeHHE MITaMMaMHu
0 u 1 BTM: nipu 3apaxkennu mrtammom 0 moaasismioch 06pa3oBaHHE CUMIITOMOB H
pa3sMHOKEHUE BUpYCa, a MPH 3apaKCHUH IITaMMOM | HaOIIOAamy YeTKUE CHMIITO-
MBI, HO HaKoIIeHHEe BHpyca ObU1o nHrnomposaHo [Fraser et al., 1980]. Penponyx-
uuss BTM u nposiBieHHe BUIMMBIX CUMITOMOB CHJIbHEE TMOAABISIIMCH B TOMO3H-
TOTHBIX TI0 7im-1 pacTeHusIX MO CpaBHEHUIO ¢ reTepo3uroTHbiMu [Fraser, Loughlin,
1980; Fraser et al., 1980; Watanabe et al., 1987]. Pactenus ¢ renom 7m-1 nposiisi-
JIU CBOIO YCTOWYHMBOCTb U IPH 3apaKEHUH HUX ACTPOTEMHU3MPOBAHHON BUPYCHOMH
PHK [Motoyoshi, Oshima, 1979]. [losTomy aBTOpaMu OBLIO CHIEIAHO IMPEIOO-
KEHHUE, YTO MHIHOMpOBaHUEe MH(PEKIHMOHHOTO MpoIecca JOKHO MPOUCXOANTH Ha
sTane mnocie nenporennusanun BupycHoir PHK u nepen c6opkoit nouepuux PHK
B BUpPYCHBIE YacTHUIIbl. BbUT BBIJIENIEH U3 pacTeHWH TOMAToOB ¢ TeHoM Im-I, 3apa-
’keHHbIX TaMMoM L BTM, cioHTaHHBIN IITaMM, TPEOI0JIEBAIOIIANA YCTOMUUBOCTh
(resistance-breaking strain) 1 Ha3BaHHBIM mTaMM Lta 1 [Watanabe et al., 1987]. On
oTimyaics ot ucxognoro mramma L BTM nBywmst 3aMeHaMu aMUHOKHCIIOT B Oesikax
130 u 180 kI [Meshi et al., 1988] u xopomio pa3MHOXKaJICs B PACTCHUSX TOMATOB
c reHoMm Tm-1 [Watanabe et al., 1987]. [Ipeanonaraercs, uto 3Ty J1Ba Oejika HEIO-
CPEICTBEHHO yUacCTBYIOT B peruinkanuu pupyca [Ishikawa et al., 1986]. CoBmecTHast
WHOKYJISIIMSL TPOTOIJIACTOB TOMATOB, TOMO3HMIOTHBIX 10 reny Im-1 (Tm-1/Tm-1),
PHK mramma L BTM ¢ PHK mramma Lta 1 He nmpuBena K yCHIIEHHIO peIUIHKALUN
mramma L [Yamafuji et al., 1991].

YCTONUNBOCTG pacTEHUI OrYpIIOB K BUPYCY MO3aWKH JIBIHU BBIpAXKanach B
OTCYTCTBHY CUMIITOMOB 3a00JICBaHMUS 1 HU3KOM TI0 CPaBHEHHIO C UyBCTBUTEIHHBIMH
pPacTeHHsIMHU COZIEP’)KaHUU BHpYca. DTa YCTOMYUBOCTD KOHTPOJIUPYETCS OJHUM J0-
MuHaHTHBIM reHoM [Cohen et al., 1971].

B nHammx onbitax [ManuHoBckwuit u nip., 1993a; Malinovsky et al., 2001] u3o-
nsatel BTM (412 [Yysa, Crpeko3osa, 1985] u manpreBocTounbli [Tonkau u np.,
1993]) He BbI3BIBaNM y pacTeHUi Tabaka copta CaMCyH BHIUMBIX CHMIITOMOB 3a-
OosieBaHMs U cl1a00 HAKATUIMBAIMCH B JIMCTHAX M B M30JIMPOBAHHBIX MPOTOILIACTAX.
CrenoBarenbHO, 3TH PaCTEHHS, YyBCTBUTEIbHBIC KO MHOTHM mTaMMaM BTM, Obin
TOJIEPAHTHBI K 3TUM JIByM u3oisATaM. OnHaKo NMpH BBIIEPKUBAHUM PACTEHUI NpH
noBbIIeHHON TemmepaType (32°C) Ha BepXHUX JUCThiIX uepe3 10 cyT mociue 3apa-
skeHust uzostToM 412 BTM pazBuBanuchk Mo3andnbie cuMnToMbl. [lpu 32°C ypo-
BEHb HAKOIJICHHUS STOr0 BUpyca ObLI HECKONBKO BhimIe, ueM npu 25°C. [lpu obenx
HCIOJIB30BAHHBIX TeMIieparypax 30T 412 BTM HakammBaics JOCTOBEPHO XykKe
o cpaBHeHuto co mraMmmomM OM BTM, koTopslii BBI3BIBAM y pacTeHuit Tabaka co-
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pra CaMCyH Y4yBCTBUTENBHYIO PEAKINI0. DTH PaziInydvs B CKOPOCTH HAKOTUICHUS
MH(EKINOHHOCTH MOTYT OOBSICHATHCS CIEAYIONMMHE TpHIUHAMH. Bo-11epBhIX, pac-
TEHHUS] MOTYT Pa3NYaThCS MO0 CBOCH YCTOWYMBOCTH K 3apaKEHUIO 3TUMH IITaMMa-
mu. BosaMokHO, 17151 JanbHeBocTouHOTO M3oisita BTM ato mpennosoxkeHue crpa-
BEJUINBO, TaK KaK MPH 3apaskeHUH STUM H30JISITOM CBEPXIYBCTBUTEIBHBIX PACTEHUI
Tabaka copra Kcantn 00pa3oBBIBAIOCH TOCTOBEPHO MEHBIIIE JIOKATBHBIX HEKPO3O0B,
4yeM mocie 3apaxerns mrammoM OM. OgHako mocie 3apaskeHus] IyBCTBUTEIBHBIX
1 CBEPXUYBCTBUTEIHHBIX pACTEHUH Tabaka pacTeHWH CyCIIEH3MSIMHU BHpHOHOB OM
u 412 paBHOU KOHIIEHTpAITUH 00Pa30BHIBAIIOCH OMHAKOBOE YHCIIO HHEKITMOHHBIX
IIEHTPOB Ha €IUHUITY TUIOMIATH JInCcTa. Bo-BTOpBIX, mTaMM OM 1 u30maTH 412 u
JATBHEBOCTOYHBIM Pa3IMYaOTCs IO CBOEH CIOCOOHOCTH TPAHCTIOPTUPOBATHCS T10
pactennto. TemoBsIe 1 JTIOKaNbHBIE HEKPO3HI, MHAYIIUPOBAHHbBIE W30MsATaMu 412 n
JATbHEBOCTOYHBIM, YBEIMYMBAIIUCH B CBOMX pa3Mepax 3HAYUTEIHHO MeIJICHHEE,
geM HEKpO3bl, GopMHUpyromuecs mocie 3apaxeHus mraMmoM OM. OMBITE ¢ H30-
JUPOBAHHBIMH TPOTOIIACTAMH TIOKA3ajM, YTO 0OOJee MeIJIeHHBIH TPaHCIOPT BH-
PHOHOB H30JIATOB 412 M MaTbHEBOCTOYHBIN OOBSICHACTCS TEM, UTO UX PEIPOTYKITHS
3HAYUTEIHHO OTpaHUYEHa 0 CPaBHEHUIO co mTaMMoM OM.

Coneprxanue BUpyca MO3aWKH COH B JINCTBHSX UYBCTBUTEIBHBIX K ATOMY BH-
pycy pacrenuii con copta [Ipumopckast 529 ¢ Xoporo BEIpa)KEHHBIMH MO3aHYHBIMH
CUMIITOMaMH 3a00JIeBaHUs OBLIO JTOCTOBEPHO BBIIIE, YeM Y TOJICPAHTHBIX (copTa
Xoxacon u Peking) 6eccumnToMHBIX pactennit [Camorkuit u ap., 2004].

Taxum 0Opa3oM, CyZs 1O JTUTEPATYPHBIM W HAITUM JaHHBIM, JUIS TOJEpPaHT-
HOM peakuyu pacTeHWH B OTBET Ha MOPaKEHHE BHPYCOM XapaKTEPHO OTCYTCTBHE
CUMIITOMOB 3a00JIeBaHMsI U c1a00e HAKOTUICHHNE BUPYCOB.

3.5. KpanHe ycTonumBble pacTeHuUsA

PacTenust xyomyaTHWKa CYMTAIMCh HEUYBCTBUTEIBHBIMH (MMMYHHBIMH) K
BTM [Holmes, 1946]. Oqnako no3xe ObLI0 ycTaHoBieHO, uro BTM HakarumBa-
eTcs B CPE3aHHBIX JIMCTHAX PACTCHUH XJIOMMYAaTHUKA B TEUCHUE 2 HEACh MOCie 3a-
paxkeHus1. 3aTeM HH(EKIMOHHOCTh JHCTHEB PE3KO CHIKaNachk. Hakomienue Bupyca
CHJIBHO 3aBHCENI0 OT YCJIOBHI MHKyOaluu JIMCTbEB: MakcHMallbHasi MHQEKIHOH-
HOCTh ObUTa y Tpo0, COAEPKABIIMXCS B TEMHOTE WM MHOWIBTPUPOBAHHBIX TaH-
HUHOBOHM KHCJIOTOW, a MUHUMAaJIbHAsE — NP NMOCTOsIHHOM ocBetneHuu [Cheo, 1970,
1971; Cheo, Gerard, 1971]. Mexanndeckoe 3apaxeHue pacTeHuid BUTHBI 131 TnHIH
BHPYCOM MO3aWKH BUTHBI BBISIBHIIO 65 UMMYHHBIX JTUHUH. Y 3TUX pacTeHU He pa3-
BHBAJIMCh CUMITTOMEBI 3200JIeBaHus U He ObLJI0 00HApYKEHO HaKOIUIeHHs Bupyca. B
MIPOTOILIACTAX, M30JIMPOBAHHBIX U3 JIUCTHEB PACTEHUH 54 UMMYHHBIX JIMHUH, BUPYC
Pa3MHOKAJICSI XOPOILIO U TOJIBKO B OTHOM CIIydae MPOTOILIACTHI, H30JUPOBaHHBIC H3
JUCTHEB IMMYHHBIX pPaCTEHHI, IMEIH HU3KYI0 HHPEKIIMOHHOCTH [Beir et al., 1977,
1979]. Hakorutenne BTM u Bupyca Hekpo3a Tabaka B MPOTOIUIACTaX BUTHBI OBLIO
nokas3aHo u japyrumu asropamu [Koike et al., 1976; Wieringa-Brants et al., 1978;
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Huber et al., 1981]. M3onupoBanHble MpOTOMIIACTHl TadaKa 3apakaluch BUPYCOM
MO3aMKH BUTHEI, a pacTenus Het [Huber et al., 1977]. IIpoTornnacTsl U3 TUCTHEB pac-
TeHuil Raphanus sativus L., IMMyHHBIX K BUPYCY MO3aHKH KOCTpa, HHQUIMPOBa-
JICh 3TUM BUPYCOM B OTJIMYME OT LeNbIX pacternii [Furusawa, Okuno, 1978]. beuto
MOKa3aHO, YTO MPOTOIUIACTHI, W30JUPOBAaHHBIE M3 JIUCTHEB KpalHE YCTONUYMUBBHIX,
CBEpX4yBCTBUTENBHBIX M UyBCTBUTENBHBIX K BTM nnu Y-Bupycy kaprodens pacre-
HUH KapTo(ens, CylecTBEeHHO He OTINYAINCh MEXIy CO00i 10 HAKOIIJICHUIO BUPY-
coB [Koanenko u zp., 1982; Hinrichs et al., 1995]. Onnaxo penponykuus X-Bupyca
Kaprodens B MPOTOIJIACTaX, M30JIMPOBAHHBIX W3 JIMCTHEB KpaWHE YCTOHYMBBIX K
3TOMY BUPYCY PacTeHUH KapTo(dens U 3apakeHHBIX B YCIOBUSX in Vitro, ObUIO TIO-
namieHa [Adams et al., 1986; Bendahmane et al., 1995]. Ecnu 3ti nportomnactst
3apakain X-BUpycoM KapTodens coBMecTHO ¢ BTM unu BUpycoM orypeyHoit Mo-
3aMKH, TO HAKOIUIEHUE BCEX TPEX BHPYCOB OBLIO YrHETeHO. Bbulo BhICKa3aHO mpe-
TOJIO)KEHHE, YTO KPalHsAs yCTONYMBOCTH, KOHTpOIMpyeMas reHoM R, spdexTuna
B MIPOTOIJIacTaX U MPOTHB BUPYCOB, HE POJICTBEHHBIX X-BUPYCY KapTodes, eclii B
IpoToriacTax nNpoayuupyercs: 0eok 000104YKH X-BUpyca KapToQelis — dITUCUTOpa
rena R [Kohm et al., 1993; Bendahmane et al., 1995]. MosxeT ObITb, 5TO TIpeamno-
JIOKEHHE BEPHO, HO HE UCKIIIOUYEHA BO3MOKHOCTh TOTO, YTO HHIMOUPOBAHUE PETIPO-
OYKLIUU BUPYCOB NPU COBMECTHOM MHOKYIISILIMH, HAOIIOAaeMOe STUMH aBTOPaMH,
00yCIIOBIIEHO HHTEepEepeHIINEH BUPYCOB.

Beuto mokazano, uto BTM pa3MHo»kaeTcst TONBKO B MEPBUYHO UHOUIIUPO-
BaHHBIX KJIETKaX pacTEHUH BUTHBI, KpailHe YCTOHUMBBIX K 3TOMY Bupycy [Sulzinski,
Zaitlin, 1982]. AnasioruuHble JaHHBIE OBIIH MOMXYYEHBI U IPH APYTUX KOMOWHALIUSAX
BUpyc-pacTenue [Arroyo et al., 1996; Hinrichs et al., 1998].

HesnaunrenbHoe HakorieHue X-Bupyca KapTodensi yCTaHOBICHO Y HM-
MYHHBIX K 9TOMY BUPYCY PacTeHHUI KapTodes, 3apaXeHHbIX NpUBHBKOM [Bagnall,
1961]. Y ummyHHBIX K X-BHpYCY KapTodesst pacTeHui kapTodess, NHKyOMpOBaH-
HBIX TOCIIE€ 3apakKeHUs 3TUM BHpycoM INpu noHmxkeHHoil (+10° C) temmeparype
ObUTH OOHAPYKEHBI TEMHO-KOPUYHEBBIE HEKPO3bI HIIH CBETIIBIE MATHA BAOJB JINCTO-
BBIX JKWJIOK, cofepkamue nadekunonusiii upyc [Dehley , 1974, 1975; KoBanenko
u ap., 1981]. Ucknrouenne ynsrpaduoneToOBON YaCTH CIEKTPa MPU OCBELICHUH HM-
MYHHBIX K X-BUpYCY pacTeHuit kaptodeins (copt Cadup) NpruBOIHIO K CHCTEMHOMY
pacnpoCTpaHEHHIO 110 PACTEHUIO U XOPOLIEMY HAKOIUIEHUIO 3TOro Bupyca [OKysoB,
Tpyounsin, 1989; Tpyouusin, Oxynos, 1989]. BeisiBneHo oueHb HU3KOE COEpIKa-
HUE BUpyca MO3aWKH COM Yepe3 JABE HEJENH MOocie 3apaKeHHsI B JINCThSIX HYJIEBOIO
1 BTOPOTO SIPyCOB pacTeHui cou copra Dewamusume, KpaiiHe yCTOHYMBBIX K 3TO-
My BHPYCY. B OTIenbHBIX OTBITax Ha MHOKYJIMPOBAHHBIX JIMCTHAX (POPMUPOBAIUCH
KpacHOBaTO-KOPUYHEBBIE MECTHBIE MOpakeHUs. B Ipyrux vactax 3TUX pacTeHUil
BHUJIUMBIX CUMIITOMOB He oTMeueHo [Camnoukuii u ap., 2004].
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3.6. BupycHble MHrM6uTopsbl

B ycToiiuMBOCTH pacTeHHH K BUpyCaM 3HAYMTENIbHYIO POJb UIPAIOT BEIlle-
CTBa, 00ONaaIoNIFe aHTUBUPYCHON aKTHBHOCTHIO. OHM MOTYT NPHCYTCTBOBaTh B
pACTEHUAX JIO 3apakKCHHS BUPYCOM M (HMJIH) X CHHTE3 MOXET ObITh aKTHBHPOBAH
rocie 3apaxkenus. 1o crocoOy neicTBrs pa3inuyaloT HHTHOUTOPHI, BIUSIONINE HEe-
ITOCPEICTBEHHO HA BUPYCHBIE YACTHIIBI M HAa META0OIM3M PacTCHHI-X03siMHa (Ta0m.
3.1).

Tabnuya 3.1.

Kputepun s oneHkH criocoba neiictus mHrnouTopoB (mo Kupait u np., 1974, c. 26)

Wurunbutop neiictByeT HAa BUPYC in Vitro

Wurnbutop neictByer Ha MeTaboIM3M
KJIETKU XO35HHA

1. DpdekTHBHOCTE MHTHOUTOPA HA BH-
PYCHBII penapar Bo3pacTtaeT Kak (QyHK-
LUl BpEMEHH, MTPOILEJIIIEro OCIe UX
CMEIIUBaHHSI.

1. JleticTBre MHTHOWTOpA HA BUPYCHBIH TIpe-
rapar MpOosIBIISICTCS] HEMOCPEACTBEHHO TPH
ero J100aBJICHNH, U CTEIIEHb MO/IABICHHS HE
BO3pacTaeT BO BPEMEHHU.

2. IHruOuTop NpucoeuHseTCs K BU-
PYCHBIM YacTHIIAM M HE MOXKET OBITH
OTJETICH OT HUX YIBTpPaieHTpu(pyTupo-
BaHHEM.

2. NH(dexroHHbIe BUPYCHbIE YaCTUIBI MOXK-
HO TIOJTyYHTh YABTPACHTPU(DYTUPOBAHUEM
CMEeCH BHpyca ¢ HHTHOUTOPOM C yMEHBIIICH-
HOU WJIH TOH e MH(EKIIMOHHOCTBIO.

3. HenHdeKkunOHHbII BUPYCHBII ITpena-
par, MoJy4eHHBIH B pe3ynsrare 00padoT-
KI MHTHOUTOPOM, HE BOCCTAHABIMBACT
cBOeH MHGEKIMOHHOCTH IOCie pa3daB-
JICHUSL.

3. HenndekmoHHbIH BUPYCHBIH Npenapar,
TIOJTYYEHHBIH B pe3yabrare 00padOTKH HHIH-
OUTOPOM, BOCCTAaHABIIMBAET CBOIO MH(EKIIH-
OHHOCTb IOCJIe Pa30aBICHUs.

4. CrenieHp nojiaBiieHus: MH(EKIHMOH-
HOCTH HE 3aBUCHUT OT BUJIA PACTCHHUS-
XO3sIMHA.

4. CteneHb IO aBJICHUSA I/IH(l)eKIII/IOHHOCTI/I
BapbupPyET B 3aBUCUMOCTH OT BHJa XO3sMHA.

5. IHruburop AeHCTBYET TONIBKO MpH
CMEIINBAaHUN C BUPYCHBIM MPETIapaToM
JI0 MHOKYJISIIIUN.

5. Maruburop neiicTByeT Takxke Oyaydn BBe-
JICHHBIM B X03sIMHA HE3aBHCUMO OT WHOKYITIO-
Ma (HarpuMep, HIKHSS TTOBEPXHOCTh JINCTa
o0paboTaHa HHTHOUTOPOM, a BEPXH:I 3apa-
JKEHa BUPYCOM; PACTEHHE 3apPaKCHO BUPYCOM
4yepe3 HeCKOJIbKO 4acoB WM AHEH mocie o0-
paboOTKH HHTHOUTOPOM).

Nwmetorcs nanneie [cm.: Peynos, 1999, ctp. 71] 0 HakoIUIeHWH BUPYCHBIX
WHTUOMTOPOB B PACTEHUSIX C CUCTEMHOW peaklUel Ha MOopakeHHe BUPYCOM, XOTsI
M B MEHBIIMX KOJMYECTBAX, YeM B OOJBHBIX CBEPXUYBCTBUTEIBHBIX PACTCHHSIX.
VY CBEpXUYyBCTBHTEIILHBIX PACTCHUH JIOKAJIM3aIKs BUPYCOB U Pa3BUTHE NpUOOpe-
TEHHOW YCTOWYMBOCTH COIPOBOXKAAaeTcs 00pa3oBaHMEM BEIIECTB C aHTUBUPYCHOM
akTHBHOCTBIO. OHM ObUTM HIeHTHUIMPOBaHB Kak Oenku [Loebenstein, 1963;
Loebenstein, Ross, 1963; Loebenstein et al., 1966; Schuster, Wetzler, 1982; Khan
et al., 1990], hbocormukonporennsl [Mozes et al., 1978; Faccioli, Capponi, 1983],
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PHK [Kimmins, 1969; Schuster, Wetzler, 1982], ¢peHonbHbIe coenunenus [Schuster,
Wetzler, 1982] u nonucaxapuasl [Moraes et al., 1974]. Haubonee u3y4eH BUpyCHBIH
WHTUOMUTOP, Ha3BaHHBIN aHTUBUPYCHBIM (akropoM (AB®D), koTopsiii oOpasyercs B
pactenusix N. glutinosa nocne 3apaxenuss BTM [Sela, Applebaum, 1962]. On siB-
nsietest (ocOPUIMPOBAHHBIM [TIMKOMIPOTEHHOM C M. M. mpuMepHo 22 k/la. ABO
HE BJIMAJ Ha BUPHOHBI B CUCTEME in Vitro U Ha MPOHUKHOBEHUE U JIENPOTEHHU3A-
LUIO BUPYCHBIX YacTHIl B KJIETKaxX, HO HHruouposas pernkannio BTM. IIpemuie-
crBeHHUK AB® Obu1 00HapykeH U B pacTeHHsIX Tabaka, HE UMEIONIUX reHa N, HO
(epMeHT, KOTOphIid yuacTByeT B oOpazoBanun AB®, nmerncst TOIBKO B pacTEHHUSX C
renoM N [Mozes et al., 1978; Sela, 1981]. AB® B npucyTcTBHU JBYXCHHPaIBHBIX
PHK aktuBupoBan oopazoBanue u3 ATD 2’-5’-onuroaaeHunara, KOTOpbIii HHTHOU-
posai cuate3 BTM B nuctoBbix auckax [Reichman et al., 1983].

B nporonnacTax, MoJy4YeHHBIX U3 JIUCTHEB CBEPXUYBCTBUTEIBHBIX PACTCHUN
tabaka copra CamcyH NN u 3apaxkennbix BTM npoayuupoBanuce BeliecTsa, mojaa-
BIISIIOLLIME BUPYCHYIO penipoaykuuio [Loebenstein, Gera, 1981]. ABTopbI Ha3Basu UX
uHruouTOpOM BupycHoii perumkanuu (MBP). UBP Beinensicst B MHKyOalMOHHYTO
Cpeay M3 MPOTOIUIACTOB B IpOLECCe KyIHTUBUPOBAHUS M MOJABIIAT HAKOIICHHUE
BTM kak B mpoToIuiactax 3Toro copTa, Tak U B IIPOTOILIACTAX U3 UyBCTBUTEIbHBIX
pacrenuii Tabaka copra Camcyn. Muarubupyrommii apdext UBP nabmonancs npu
BHECEHHMHU B MHKYOAIIMOHHYIO cpeny uepe3 1-18 1 mocie 3apakeHus MpoTOIIACTOB.
[Tpu yacTr4HOM OuMCTKE OBUIO BBISBICHO JABa OCNKOBBIX kKoMrnoHeHTa MIBP ¢ M.m.
oxono 29 u 57 x/la. UndunupoBaHHble 1 HEMHOKYIUPOBAaHHBIE MPOTOILIACTHI CO-
pra CamcyH U He3apakeHHbIe IpoToruiacTel copta CamcyH NN He mponyupoBaiu
UBP. On yrueran penponykuuto BTM, Bupyca orypeuHoil Mo3auku u X-Bupyca
KapTodens B JIMCThSIX Pa3HBIX PAaCTEHH, TO €CTh 00Naaan Hecneuu(pUIHbIM AeH-
crBueM [Gera, Lobenstein, 1983]. Boutu BbISIBICHBI B CBEPXUYBCTBUTEIBHBIX U UyB-
CTBHUTEJIbHBIX pacTeHusx Tabaka ¢pparments! JJHK, xogupyromme VIBP, HO B uyB-
CTBHUTEJIbHBIX PACTEHHSAX OHA He dKcnpeccupoBanach [Akad et al., 1999].

B nammx ombITax B mpoliecce KyJIbTUBHPOBAHUS 3/I0POBBIE U 3apaKCHHbIE
B YCIIOBHSIX i1 Vitro TPOTOILIACTHI, M30JIMPOBAaHHBIE U3 JIMCTHEB PACTCHUH Tabaka
coptoB CamcyH 1 KcaHTH HK, BBIJIENISIIN B CpPEly CMECh pa3fIMUHbIX BemlecTs. M3y-
YEeHUE CIEKTPOB MOMIOIIEHUS MHKYOAIMOHHBIX CpeJl MOKa3auo, YTO STH BEIleCTBa
nornomatoT B uHTepBane ot 220 1o 320 uM. He oOHapykeHO CylIecTBEHHBIX pa3-
JUYUNA B XapaKTEpUCTHKAaX CIEKTPOB MOMIOLIEHUS BBIJIEICHHBIX BEIECTB MEXKIY
3J0POBBIMHU U 3apayKeHHBIMHU MPOTOIJIACTAMH M3 pacTeHui Tabaka coproB CamcyH
n Kcantu Hk.

Otu BeuecTBa yruetanu Hakorienue BTM B mpoTtomacTax, BbIAEIEHHBIX U3
JIICTHEB 3/I0POBBIX YyBCTBUTEIBHBIX M CBEPXUYBCTBUTEIBLHBIX PACTCHUH Tabaka U
3apayKeHHBIX TOCIe U30JMPOBaHMs. B mporomnacrax, MHKyOUpyeMBbIX TOcie 3apa-
xeHns BTM Ha cpenax, B KOTOPBIX IPEABAPUTENBHO KyJITHUBUPOBAIM B TeUeHHE 48
Y He3apakKeHHbIE MIPOTOIUIACTHI, HAKOIJIEHHE BUpYyCa CHUXKAIOCh MpuMepHo Ha 30
% 1O CpaBHEHUIO C MPOTOILIACTaMH, COJIEPKAaBIIMMUCA Ha HOBBIX cpenax. Cpenbl



HakonneHue supycos 8 pacmeHusix ¢ pasHol ycmoliyugocmbio K 8UPYCHOU 63
UHghekyuu

NoCJIe KyJIbTHBUPOBAHHS HE3apaKeHHBIX IPOTOILIACTOB M3 PACTEHHH Tabaka COPTOB
CamcyH n KcaHTH HK OKa3bIBau MPUMEPHO OAMHAKOBOE BIIHMSHHE HA HAKOIICHHE
BTM B HOBBIX mpoTOIUTacTax oboux copro (Tadm. 3.2). B ommuune ot mpoToruia-
CTOB M3 pacTeHHil Tabaka copra CaMcyH 00Opa3oBaHHE ITUX BEIIECTB B MPOTOILIA-
cTax u3 pacTeHuil Tabaka copra KcaHTH HK yBelIHYMBAIOCH TOCIIE HHOKYJISLUH UX
BTM (ta6mn. 3.3). Camkenne nH(OEKIIMOHHOCTH MPOTOILIACTOB, NHKYOUPOBAHHBIX
Ha IPEeIBAPUTEIILHO UCIIOIb30BAHHBIX CPEIax, 00YCIOBICHO YTHETEHHEM BUPYCHOI
PETIPOYKIMH, a HEe JEUCTBUEM CPEJl Ha COAEPIKAHUE JKU3HECIOCOOHBIX IPOTOILIA-
CTOB B IIpo0ax.

Tabnuya 3.2.
WHdeKkunoHHOCTh IPOTOILIACTOB U3 pacTeHni Tabaka, MHKYOMPOBaHHBIX Ha Cpelax, B
KOTOPBIX ITPEABAPUTEIBHO KYIBTHBUPOBAIN HE3apaXKeHHBIE MIPOTOILIACTEI, % K KOHTPOJIIO

(o ManmuaoBcKoMYy, BapdonomeeBoii, Cenenkoit, myOIHKyeTCs BIIEPBEIC)

BpeMmst HHKyGaIuu Cpensl ocye KyJabTHBHPOBAHUS
HCXOMTHBIX Copr MPOTOILIACTOB M3 PACTCHHIA Tabaka
IIPOTOIVIACTOB, 1 Copra CamcyH Copra KcanTtn HK
! CamcyHn 106 + 8 89+ 6
Kcantu vk 100 £ 6 104 +6
6 CamcyHn 97+5 114+ 6
KcanTn HK 102+5 103 £5
24 Camcyn 86£6 79+7
KcanTu HK 74 £4 79 £4
48 CamcyHn 73+6 69 +7
KcanTn HK 70 £6 68 =5

[Tpumeuanue. B kadecTBe KOHTPOJIS HCIIOIB30BANIN ITPOTOILIACTHI, THKYOMPOBaHHBIE Ha Cpe-
Jlax, B KOTOPBIX MPEABAPUTEIBHO HE KyIBTHBUPOBAIM MPOTOIIACTHI. MHPEKINOHHOCTD
KOHTPOJIBHBIX IPOTOIIACTOB U3 pacTeHui Tabaka copra CamcyH Obuta paBHa 2,87 + 0,11
ycnoBHbIX enunul 1o A. KneukoBckomy [Kleczkowski, 1968a] Ha monoBuHKy jmcTa pac-
TeHn# Tabaka copra KcaHTH HK, a2 MH()EKIIMOHHOCTh KOHTPOJIBHBIX MPOTOIIACTOB U3 pac-
tennit copra Kcantu HK — 2,66 + 0,09. MHpEeKnnOHHOCTH P00 paccUnTHIBAIN HA paBHOE
o011ee KOINYECTBO M30JIMPOBAHHBIX MTPOTOILIACTOB.

B otimmuwme ot mannbix I JlIo6enmreitna u A. I'epsr [Loebenstein, Gera, 1981],
B HAIIIUX OTIBITaX CPEMbl, B KOTOPHIX 48 4 MHKyONpPOBaJH 3apaskeHHBIE MPOTOIIIACTHI
13 pacteHwid Tabaka copra KcaHTH HK, OKa3bIBaJlM JOCTOBEPHOE WHTHOHMpPYIOIIEe
BIIHSTHUC Ha HakoIuieHne BTM B HOBBIX IMPOTOTUIACTax 0O0MX COPTOB TOJIBKO B MH-
tepBaie 0 — 6 9 mocie ux 3apakeHus (Taom. 3.4).

Ananmornunsiii IBP nHTHOWTOpP OBLT BBIACIICH M3 MEKKICTOUHOMN KUIKOCTH
JINCTHEB 370POBBIX pacTeHUM aMduauIIonaHoro THOpuma N. glutinosa L. X N. de-
bey Domin. [Loebenstein et al., 1990]. B mammx ompiTax ObUIO OOHAPYKEHO, UTO
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Tabnuya 3.3
WH}peKknoHHOCTh POTOILIACTOB U3 pacTeHni Tabaka, MHKYOMPOBaHHBIX Ha Cpelax, B
KOTOPBIX MPE/IBAPUTEIBHO KYJIBTHBUPOBAIIN 3apasKeHHBIE TPOTOILIACTHI, % K KOHTPOJIIO
(o Manunosckomy, Bapdonomeesoii, Cenenkoi, myOinuKyeTcst BIEpBBIC)

Bpemst HHKyGAaIHi Cpelbl Iocie KyJIBTHBHPOBAHUS MPOTOILIACTOB
HCXOIHBIX Copr U3 pacTeHHu Tabaka
HPOTOIIACTOB, 1 Copra CamcyHn Copra Kcantu HK
1 CamcyH 89 +£8 109 + 6
KcanTn HK 114+6 105 £6
6 CamcyH 103+ 6 116+ 6
KcanTu HK 97+7 100 + 4
24 CamcyH 98 £5 90 +6
Kcantu HK 100+ 6 86 =8
48 CamMcyH 102+6 74+ 6
KcanTtu HK 98+5 71+6

Ipumeuanue. B kauecTBe KOHTPOJISI HCIIOIH30BATH HOBBIE IPOTOILIACTHI U3 pacTeHni Taba-
ka coproB CamcyH n KcaHTn HK, HHKyOHpOBaHHbBIE Ha CPEAax, B KOTOPBIX MPEIBAPUTEIb-
HO KyJIBTHBUPOBAJIM HE3apaKeHHbIE MPOTOIIACTHI 3TUX ke copToB CamcyH u KcaHTu HK,
COOTBETCTBEHHO. MH(DEKIIMOHHOCTh MPOO PacCUUTHIBAIM Ha paBHOE 00Iee KOJIMYECTBO
M30JIMPOBAHHBIX IIPOTOIIACTOB.

Tabnuya 3.4
WHpeKIMOoHHOCTh MPOTOIIIACTOB U3 PACTeHNUH Tabaka, MOMEIIEHHBIX Yepe3 Pa3Hoe BpeMs
TocJyIe 3apakeHHsl Ha Cpelibl, B KOTOPBIX MPEIBAPUTEIbHO HHKYOUPOBAIIN 3apakeHHbIC
npororiacTsl copta KcanTtu HK, % K KOHTPOIIIO

(o Manunosckomy, Bapdonomeeoii, Cenenkoi, myOiInKyeTcst BIEpBBIE)

Bpewms o MOMeHTa HHOKYISLIUH [IporomnacTsl U3 pacTeHuii Tabaka
MPOTOIIACTOB JI0 MIEPEHOCA UX
Ha cpefpl, 1 Copt CamcyH Copr KcanTtu HK
0 80+5 84 +£8
1 74+ 4 76 £6
3 78+ 6 76 £6
6 82+6 81+5
12 109 £5 94+ 6
24 100+ 6 96 + 8
30 98 £ 8 90+6

Ilpumeuanue. B xadecTBe KOHTPOJISI UCIIOJIB30BAIN NPOTOILIACTBI, UHKYOUPOBaHHbIE 1TOCIIE
3apa’keHMs Ha CPefax, B KOTOPBHIX KyJIbTUBUPOBAIU HE3apaKEHHbIE MPOTOIIACTHI U3 pac-
TeHni Tabaka copra Kcantn Hk. McxomHble MPOTOIUIACTE MHKYOHPOBAIH TIOCIIE 3apaxe-
HUS B TeueHue 48 4. TH(peKIMOHHOCTh P00 PAaCCUUTHIBAIN HA paBHOE 001IIee KOJIUIECTBO
M30JIMPOBAHHBIX IIPOTOIIACTOB.
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Tabnuya 3.5

BriusiHue MEeXKIIETOYHOM KUIKOCTH M3 JINCTHEB 3[J0POBBIX pacTeHnii Tabaka coptroB CaMcyH

u KcaHTH HK Ha COCTOSIHUE M HH(PEKIIMOHHOCTh ITPOTOILIACTOB, % K KOHTPOJIto (1o Maiu-
HOBCcKOMY, Bapdoomeenoii, Cernelkoit, myOJIMKyeTcs: BIICPBbIC)

Teuneparypa IIpoba Conepxarnue WHpekmmonHOCTh
Copr WHKyOaruu HEKHU3HECITOCOOHBIX
S MPOTOIIIACTOB MPOTOIIACTOB
pacrenuit, °C MIPOTOIJIACTOB
25 CamcyH 106 +9 79+£8
Kcantu Hx 89+9 74+ 6
CamcyH
0 CamcyH 111+9 85+ 8
Kcantu Hx 103+9 80+7
’s CamcyH 99 £ 8 71+8
KcaHTI/I Kcantn vk 107 +6 79+6
HK 3 Camcyn 90+ 6 76 £7
Kcantu Hx 102+5 68+9

Ilpumeuanue. B kadecTBe KOHTPOISI HCIIONB30BAITH IPOTOILIACTHI U3 pacTeHui Tabaka coptoB Cam-
cyH u KcaHTH HK, HHKyOUpOBaHHBIE Ha YMCTOM MUTaTeNbHON cpene. [IpoTonmacTsl HHKyOHpoBanu
48 u. CozxeprxaHue HeXKNZHECTIOCOOHBIX MPOTOIIIACTOB U3 pacTeHuii copra CaMCyH B KOHTPOJIBbHBIX
npobax yepe3 48 u nHKybauuu ObUI0 paBHO 24 £ 5 % OT 00IIero Yncia MpoToIUIacToB B 1pobe, a
nHpeKIMoHHOCTE — 2,44 + 0,09 yCIOBHBIX €AMHHMI], B KOHTPOJIBHBIX IPpo0ax IPOTOILIACTOB U3 pac-
TeHnit copra Kcantu ok — 27 + 8 % 1 2,36 + 0,09 ycIOBHBIX eJMHHUII, COOTBETCTBEHHO. H(peKnnon-
HOCTB P00 PACCUUTHIBAIN HA PaBHOE 00IIee KOTMIECTBO N30IMPOBAHHBIX IIPOTOIIIACTOB.

Tabnuya 3.6

BnusiHue MEKKIIETOUHOM KHUKOCTH U3 JIUCThEB OOJBHBIX pacTeHuii Tabaka coproB CamMcyH
u Kcantun HK, mHKyOMpoBaHHBIX 1pu 32°C, Ha MH(EKIIMOHHOCTH IPOTOILIACTOB, %0 K
KoHTpoIto (10 ManmHoBcKoMY, BapdoiomeeBoii, Cenenkoii, myOIuKyeTcs BIICPBEIC)

Bpewms Bpewmst oT MOMeHTa 3apaeHust 10 MHPUIBTPAILIH
Copr nHKyOammu | [IpoGa mpo- JIUCTHEB, CYT
p MPOTOIIa- | TOIUIACTOB
CTOB, U 1 3 7 14
24 CamcyH 111+6 96+ 6 1075 87+5
Kcantu Hx 116 £6 104 +5 112+£5 79+5
CamcyH
43 CamcyH 103£5 100 + 8 85+6 80+ 4
Kcantu K 98 +4 105+ 6 88+ 6 85+5
24 CameyHn 88+ 6 97+6 89+ 6 90+6
Kcautu KcanTtn HK 101£5 113+6 865 855
HK 48 CamcyH 114+6 121 £8 93+6 87+6
Kcantu Hk 102+5 99+ 6 90+6 83+4

Ilpumeuanue. B kadecTBe KOHTPOISI HCIIOIB30BATH IPOTOILIACTHI M3 PacTeHHi Tabaka coptoB Cam-
cyH u KcanTu HK, MHKyOMpOBaHHbIC HA CPEAAX, IPUTOTOBICHHBIX Ha MEXKICTOYHOM JKUIKOCTH U3
JINCTHEB 3I0POBBIX pacTeHuit. Pactenus 3apaxkanu cycrnensueit BTM (konuentparms 100 Mkr/mit).
WH}peknnoHHOCTh MPO0 pacCUnTHIBAIN HA PABHOE 00IIEe KOJHMUECTBO W30JIMPOBAHHBIX MPOTOILIA-
CTOB.
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Tabnuya 3.7
BnusiHre MEXKIETOYHOM KUAKOCTH U3 JINCTHEB OONBHBIX pacTeHHUIl Tabaka COPTOB
CamcyH u Kcantu HK, MHKyOMpoBaHHBIX 1IpH 25°C, Ha MHPEKIIMOHHOCTH [IPOTOILIACTOB, %o
K KoHTpoo (1o Manunosckomy, Bapdonomeesoit, Cenerkoii, myOnuKyeTcs: BIiepBbIe)

Bpems o MoMeHTa 3apakeHust 10
Copr Bpewmst uikybartum MH(UIETPAIIUH JTUCTBEB, CYT
MPOTOIIACTOB, 4
13 7 | 14
[IpoTomnacTs! u3 pacteHuit copra CamcyH
! a 109+£7 103+9 89+8 80+ 6
0 113£8 100 + 6 80£6 86+5
CamcyHn
43 a 115+9 92+ 6 83+6 69+ 8
0 109+ 6 88 £ 7 78+ 9 74+5
2 a 90+6 80+ 4 58+6 50+5
0 1076 86+ 5 764 70+ 5
Kcantu Hr
48 a 89+ 5 55+5 48+ 5 42+6
0 88+ 6 744 63+£5 60+ 4
[IporomnacTsl U3 pactenuit copra Kcantu Hk
! a 96 + 6 111+6 84 +£6 80+5
0 99 +4 107 +4 89 +4 83+ 6
CamcyH
43 a 108+ 5 102+ 5 70+ 6 75£5
0 112+5 113+6 68+ 6 73+6
o4 a 109+ 6 74+£5 60+4 50+£6
0 100 + 4 88+ 6 83+6 79+5
Kcantu Hx
43 a 96+ 5 67+4 50+ 8 43+7
0 109+9 80+ 8 75+£6 64+5

[Ipumedanue. B xauecTBe KOHTPOJIS MCIOIB30BAIN MPOTOILUIACTHI U3 pacTeHUil Tabaka co-
proB CamcyH u KcanTtu HK, THKyOHMpPOBaHHBIE HA CPEIX, IPUTOTOBICHHBIX HA MEKKIIETOU-
HOMW MJKOCTU U3 JIUCThEB 3[0POBBIX pacTeHuil. Pacrenus 3apaxanu cycnensueit BTM
(xormenTpanus 100 Mxr/min). (a) qTaHHBIC IO HH()EKIIMOHHOCTH, PACCYNTAHHBIC HA PABHOEC
o01ree KOTMYECTBO M30JIMPOBAHHBIX IMPOTOIUIACTOB, (0) JaHHBIE MO WHQEKIMOHHOCTH,
paccuuTaHHBIC Ha OJMHAKOBOE YUCIIO TOIBKO KHU3HECTIOCOOHBIX MTPOTOILIACTOB.

BEIIECTBA, NOoJaBIsA0NIMe HakorieHne BTM B M30JMpOBaHHBIX MPOTOILIACTAX U3
pactenuii Tabaka coptoB CamcyH u KcaHTH HK, BBIMBIBAIOTCS W3 KJICTOUHBIX CTE-
HOK W ME@XKJIETOUYHOTO MMPOCTPAHCTBA JIMCTHEB 3I0POBBIX PACTEHUI 000X COPTOB
(Tabm. 3.5). 3apaxenue >Tux pacrennii BTM BBI3bIBAIO MOBHIIICHIE HHTHOUTOPHOMN
AKTUBHOCTH MEKKJIETOUHOW JKHUKOCTH C YBEJIMYEHHEM MHTEpBajia MEXJy 3apake-
HUEeM ¥ MHQUIBTpanueld TucTheB. MeXKIeTOUHAs KHUIKOCTh M3 JIHCTHEB OOJNBHBIX
pacrenuii Tabaka coproB CamcyH u KcaHTH, HHKYOUPOBAHHBIX TOCIIE 3apaKEHUsI
nipu 25 u 32°C, oguHakoBo yruetana Hakorsieane BTM B mpoTorutacrax, n30imupo-
BaHHBIX M3 pacTeHUN 00oux coproB (Tadm. 3.6 u 3.7).



4. PACNMMPOCTPAHEHUE BUPYCOB MO PACTEHUIO

[Ipn m3y4yeHnn B3anMOJICHCTBYSI BHpyca C PacTEHHEM BayKHas pOJb MpHHA-
JUTeKUT TIOHUMAHHUIO (peHOMEHA pacIpOCTPaHEHHUs BUpyca B TKaHAX PACTEHHS, TaK
KaK OTpaHWYeHHE TPAHCIOPTAa BUPYCHOTO WH(EKIMOHHOTO Hadala MOXXET B 3Ha-
YUTEJIbHOW MEpPE ONpPENeATh YCTOMYMBOCTh pacTeHUN K BUpycaMm. B crucTeMHBIX
(4yBCTBUTENHHBIX W TOJIEPAHTHBIX) PACTEHUSIX-XO035€BaX BUPYC PACIIPOCTPAHIETCS
13 TIEPBUYHO 3apaKEHHBIX KIJIETOK 10 BCEMY PAacTeHHIO. B yCTONYMBBIX pacTeHUAX
BHPYC Pa3MHOXAETCs TOIBKO B IEPBUYHO 3apaKEHHBIX (KpallHEe YCTOHYMBEIE pacTe-
HUS) ¥ COCETHUX (CBEPXIYBCTBUTEIBHBIC PAaCTCHIS) KiIeTKax [MaThio3, 1973; XKy-
paBueB, 1979; Goodman et al., 1986; Peynos, 1999]. B dakynsraruBHO yCTOWYH-
BBIX PACTEHHUSIX MILIEHUIIbI, MEXaHUYECKH MHOKYIHpOoBaHHBIX BTM wmin X-Bupycom
KapToderrs, OJIOKUPOBAJICS TPAHCTIOPT HHPEKIIMOHHOTO MaTepHaia U 3a MpeaeiiaMu
TIePBUYHO 3apaKEHHBIX KJIETOK OBLITH 0OHapykeHbI Bupyccrennduuaeckue PHK, He
BBI3BIBAIOIINC MMPOTYKTUBHOHN MHpekmwn [[{opoxos u ap., 1984 a,0; Anekcanapona
u ap., 1985].

4.1. O6wue cBegeHNA O TpaHCMOpPTEe BUPYCOB B pacTeHUsX

Paznuuarot Tpu BuAa TpaHCIIOpTa BUPYCOB B PACTCHHSAX: BHYTPUKICTOUHBIH,
«ONMKHUI» — MeTIeHHOE (MKM/4) paclipOCTPaHEHHE OT KIIETKH K KIETKE M «Iajlb-
HUi» — Oojee ObIcTpoe (CM/4) MepeaBIKEHHE TI0 MPOBOJSINEH cucTeMe Ha OOJb-
e paccrosiHust. CunuTaercs, YTo TPAHCTIOPT BUPYCOB, B OOIINX YepTax, COXpaHseT
MOCIIeIOBATEILHOCTD JTAIOB, XapaKTepHBIX U TPAHCIOPTa aCCUMUIISATOB: Iepe-
JBIDKEHHE TI0 MJ1a3MOJeCMaM OT KIIETKH K KJIETKe, 3arpy3Ka (I03MHBIX OKOHYaHUH,
TpaHCHopT BO (103Me U BBIXOJ U3 (JI0AMBI B OpraHax-penentopax [MaTeio3, 1973;
Kypcanos, 1976; XKypagines, 197906].

Pacnipoctpanenre BUPYCOB MO PaCTEHUIO 3aBUCUT OT MX B3aWMOACHCTBHS C
TPAHCIIOPTHBIMH CHCTEMAaMHU PACTEHHS M PACTUTENBHBIX 3AIIUTHBIX MEXaHHM3MOB.
Pabotel ¢ myTantamu BTM nokasaiu, 4To «OMMKHUIN) TPAHCIIOPT BUPYCA, B 3HA-
YHUTENBHOU Mepe, onpefenseTcs (QyHKIHOHUPOBAHUEM BHPYC-KOAUPYEMOTO OeiKa
¢ m. M. 30 k/la [Atabekov, Dorokhov, 1984; Jlopoxos, 1985; Atabekov, Taliansky,
1990]. O1tu pabOThl MOTYT UMETh BRXHOE 3HAUCHHUE JUIsl IOHUMAHUS MEXaHHU3MOB
YCTOMYMBOCTU PacTEHUH K BHpycam, Tak Kak B pe3ynbrare Myrauuu reHa BTM,
KOAMPYIOIIET0 STOT OeNIOK, YyBCTBUTENIbHAS peakus pacTeHuid N. sylvestris Ha oOIl-
penenennbiii mramm BTM cmensutack Ha cBepxuyBcTBHTENnbHY0 [Kado, Knight,
1966]. Onnako skcnpeccust BcrpoeHHoro reHa oeika 30 k/la BTM He Bbi3biBasa He-
KpPOTH3allMM CBEPXUYBCTBHUTEIBHBIX TPAHCTEHHBIX pacTeHHi Tabaka copra KcanTtu
HK [Deom et al., 1991]. TpancnopTHbie OeJIKM BUPYCOB TaKHX IPYII KaK MOTEKC-,
Kapia-, TopJer- ¥ HEKOTOPBIX IPYTUX TPAHCIUPYIOTCS TPEMs OTKPBITHIMH paMKa-
MU CUUTHIBAHUS, HA3BAHHBIMH TPOHHBIM 0j10k0M TeHOB [Solovyev et al., 1996]. [Ira
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Hu3koMoneKysipHbIX Oenka (TGBp2 u TGBp3) umeror ruapodoOHble Y4acTKH H
CBSI3BIBAIOTCS C BHYTPHKICTOUYHBIMH MEMOpPaHHBIMH KOMIIapTMEHTaMu [Morozov,
Solovyev, 2003]. [Tokazano [Ju et al., 2007], uto 6enox TGBp2, konupyemslii X-Bu-
pycom Kaprodens, HHAyIHpYeT 00pa30oBaHUE TPAHYISAPHBIX BE3UKYJ, HEOOXOAUMBIX
JUIs TpaHcnopra Bupyca. bonbimmii o pazmepy 6enok TGB1 ciocoGeH cBs3bIBaTHCS
¢ PHK, nmeer AT®a3nyro akTHUBHOCTH U JOMEHBI, XapakTepHble A1 PHK xenukazbt
[Habili, Symons, 1989; Rouleau et al., 1994; Kalinina et al., 2002; Leshchiner et al.,
2006]. OH criocoOeH U3MEHSTh MPOIYCKHYI CIIOCOOHOCTH Iiazmoaecm [Angell et
al., 1996]. Bce Tpu Oenka y4acTBYIOT B TpaHcmopTe BUpycoB [Lawrence, Jackson,
2001; Morozov, Solovyev, 2003]. B paznene 3.1 yxe NpuBOAUINCH IaHHBIE O TPAHC-
MopTe BUPYCHOTO MarepHaia U3 siipa B MUTOIUIa3My U B 0OpaTHOM HarpaBJICHUH,
XapaKTEepPHOM JIJIsl HEKOTOPBIX BUPYCOB, HMEIOIIUX JIBE (a3bl penpoaAyKIHH (daep-
HYIO ¥ IIUTOILIa3MaTH4ecKylo). Tak, y reMHHUBUPYCOB B2 BUPYC-KOJUPYEMBIX Oel-
Ka CIIOCOOCTBYIOT TPAHCIIOPTY BUpYyca, mpudeM Oenok NSP (nuclear shuttle protein,
panee HazbiBaeMblii BR1 wimu BV1) [Lazarowitz, Beachy, 1999] yuactByeT B niepe-
MelleHnH BHOBb cuHTe3npyemoit ss/JJHK u3 simpa B nuromiasmy, a 6enoxk MPB (pa-
Hee BL1 unu BC1) coBmectHo ¢ 6enxoM NSP — Bo BHYTPHIMTOIUIA3MEHHOM M MEXK-
kieTouHOM Tpancrnopte [Noueiry et al., 1994; Pascal et al., 1994; Ward, Lazarowitz,
1999]. Yennounas ¢pynkuus O0enka NSP 3aBUCHT OT €ro B3aUMOJICHCTBUS C SJICPHBIM
Oenkom anermirpancdepasoit [McGarry et al., 2003; Carvalho, Lazarowitz, 2004;
Carvalho et al., 2006]. MyTaHTBI BHpyca ¢ 0CJIa0JICHHON CIOCOOHOCTHIO B3aHMO-
JeiiCTBOBATh C aleTHATpaHc(epa3oil MHAYIUPOBAIH OciaalOlieHHbIE CUMIITOMBI 3a-
Oonesanus [Carvalho, Lazarowitz, 2004]. AuerunrpaHcdepasbl yU4acTBYIOT B pe-
TYJISIOUM TIEPECTPORKU XpOMaTHHA, TPAHCKPHUIIINHK, CTAOWIM3alA M TPaHCIIOpTe
oenkoB [Kouzarides, 2000; Soutoglou et al., 2000]. Takue 3Tarbl )KU3HSHHOTO ITUKIA
BHpYyCa PO3ETOYHOCTH 3EMJITHOTO OpeXa KaK UMIIOPT B SAPBILIKO BUPYCHOTO Oerka,
KOAMPYEMOTO 3-i OTKPBITON PaMKOW CYMTBIBAHUSI, 1 00pa30BaHKE B IIUTOILIA3ME BHU-
pYCHOTO puOOHYKJICONPOTEH A, KOTOPBIN 3aTeM TPAHCIOPTUPYETCS! B PACTEHHUH T10
cocynaMm (IIodMbI, 3aBHCAT OT B3aMMOJCHCTBUS 3TOTO BUPYCHOTO Oeiika ¢ OeJIKoM
sIpbIIKa GUOPMITIApUHOM, UMEIOLIMM MeTUITpaHchepasHyro akTuBHOCTH [Kim et
al., 2007; Canetta et al., 2008].

BeposiTHO, TpaHCIOPT BUPHOHOB M BUPYCHBIX KOMIIOHEHTOB B LIUTOIUIA3ME
OCYILIECTBIISIETCS 32 CUET €€ MOCTOSHHOTO ABMKeHUs. OHaKo, HOBbIC JAHHBIC CBU-
JETENbCTBYIOT O TOM, YTO TaKOW CIOCOO SIBISIETCS HE €AMHCTBEHHBIM. MHOTUMH
HCCIIECIOBAaHUSIMH TTIOKa3aHO, YTO BUPYCHI 00Pa3yIoOT PeIIMKaTHBHBIE 00pa30BaHus,
pacronokeHHbIe Ha SHIOMIa3MaTHYECKOM PETUKYITyME U COCTOSIINE U3 BUPYCHBIX
HYKJICMHOBBIX KHCJIOT W OEJKOB, a TakKe pacTUTelbHbIX OenkoB [Schaad et al.,
1997; Heinlein et al., 1998; Reichel, Beachy, 1998; Mas, Beachy, 1999; Solovyev
et al., 2000; Gorshkova et al., 2003; Karger et al., 2003; Asurmendi et al., 2004;
Haupt et al., 2005; Ju et al., 2005; Paape et al., 2006; Samuels et al., 2007]. OTu xe
00pa3oBaHus SIBISIOTCS U TPAHCIOPTHBIMH Komiuiekcamu [Hagiwara et al., 2003;
Kawakami et al., 2004; Boevink, Oparka, 2005]. bsuta BeisiBiena acconuarust 30
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k/la 6enka BTM c suporuiazmaruueckum perukyiom [Heinlein et al., 1998; Reichel,
Beachy, 1998; Wright et al., 2007]. Duorna3MaTn4eckuii peTUKYIyM MPOXOIUT Ye-
pe3 M1a3MoJecMbl (CM. HIIKE), TOITOMY OH SIBJISICTCS IPSIMBIM KaHaJIOM JJIsl [ToTa-
JIaHWsl BUPYCHOTO Marepualia B TIa3MOAECMBl U Yepe3 IJIa3MOJAECMBI B COCEIHUE
KJeTKkH. benku, acconuuupoBaHHbIe ¢ MEMOpaHaMy YHIOMIA3MaTHYECKOTO PETHKY-
JyMa, TPaHCHOPTUPYIOTCSl O4EHBb OBICTPO U CKOPOCTH MX JBMKCHUS 3aBHCHUT OT aK-
TUH-MHO3WHOBOM CHCTEMbI. Ecii akThH enosipu3oBaH, To 0eaku 1uQyHIupyoT
o4yeHb MeieHHO [Runions et al., 2006].

Bo3MoxHO, 4TO KpOME SHAOIIIa3MaTHUECKOTO PETHKYIyMa BO BHY TPHKJIETOU-
HOM TPaHCIOPTE BUPYCHOTO MaTepHalia y4yacTBYIOT aKTHHOBbIE MUKPO(DUIAMEHTHI
1 MUKPOTPYOOUKH IIMTOCKENeTa. bblIo moka3aHo, 4to TpaHcopTHeI Oenok BTM
CBSI3BIBACTCS C MUKPOTPYOOUKAMH U MUKPO(PHUIAMEHTAMH BCKOPE MOCIIE 3apasKeHHS
M30JIMPOBaHHBIX MPOTOIUIacTOB W JucTheB [Heinlein et al., 1995; McLean et al.,
1995; Mas, Beachy, 1999]. B omnbiTax in vitro 0bu10 Takke NpOJEMOHCTPUPOBAHO,
gro 30 x/la 6e1oxk BTM criocoOeH CBsI3bIBaThCS ¢ akTHHOM U TyOynuHOM [McLean
et al., 1995]. BTM-koaupyemslii 126 k/la Oenox BIUsUT HA TPAHCIOPT BUPYCHOTO
PEIUIMKATHBHOTO KOMILIEKCA BIOJIb MUKPO(QHIAMEHTOB. VX pa3pylieHue CHIKaIO
MEXKKJIETOYHBII TPaHCIIOPT BUPYCa, HO HE BIUSUIO HA €r0 HAKOIUICHHE B HHPHUIIUPO-
BaHHOH KieTke [Liu et al., 2005]. Tpancnopthslii 6e10xk BTM cBsizbiBajicst ¢ MUK-
pOTpPyOOYKaMU LUTOCKENETa C MOMOIIbI0 pactutenbHoro Oenka MPB2C [Kragler
et al., 2003; Curin et al., 2007]. Ponb MukpoTpyOOUeK B TpaHCIIOPTE BUPYCOB MOKa
He sicHa. Oxau aBTopsl [Boyko et al., 2002; Ashby et al., 2006; Ferralli et al., 2006;
Boyko et al., 2007] cuntarot, 4TO OHU CIIOCOOCTBYIOT PACIPOCTPAHCHHUIO BUPYCHOT'O
Marepuana mno pacrenuto. [lo muenuto npyrux [Padgett et al., 1996; Reichel, Bea-
chy, 1998; Gillespie et al., 2002; Curin et al., 2007; Vogel et al., 2007; Ruggenthaler
et al.,, 2009] cBsa3bIBaHKME BUPYCHOTO TPAHCIIOPTHOTO OE€JlKa C MHUKPOTPYOOUKaMH
MPUBOJUT K €ro Jerpajaliy M OrpaHMYeHuIo TpaHncnopra. IlokazaHo, 4ro oOpa-
OOTKH, PUBOIAIINE K Pa3pyLICHUIO MUKPOTPYOOUEK, CYIIECTBEHHO HE BIMSIM Ha
BHyTpHKIIeTOuHBIH TpaHcopT 30 k/a Oenka BTM u He mpeaoTBpaliaiu Hakoruie-
Hue ero B tuasmojiecmax [Gillespie et al., 2002; Kragler et al., 2003]. Onnako 0bu10
ycraHoBieHo [Seemanpillai et al., 2006], uto 3tu 00padoTku He umeror 100 %-ro
addexra. Tem Oosee, 4TO KOMIUIEKC MUKPOTPYOOUEK ¢ TpaHCTIOPTHBIM OenkoM BTM
ObUT OUCHb CTA0HMJICH M B OTIIMYHME OT MUKPOTPYOOUEK HE MOBPEXKIANICs MpHu obpa-
0OTKe XOJIOZIOM WJIM peareHTamH, pa3pyliaonuMu MUKkpoTpyoouku [Ferralli et al.,
2006]. ITosTomy Bompoc 00 y4acTHH MUKPOTPYOOUYECK B BUPYCHOM TPAHCIIOPTE OC-
TaeTCsl MOKa OTKPBITHIM.

[ToMuMO SHIOMIA3MATHYECKOTO PETHKYJIyMa M IHUTOCKEJeTa B TpaHCIOp-
T€ BHUPYCHOTO Marepuajga MOTYT Yy4acTBOBaTh TpyOdaTble CTPYKTYpPbI, YACTUYHO
WX TIOJIHOCTBIO CQOPMUPOBAHHBIE U3 TPAaHCIOPTHHIX OenkoB [Perbal et al., 1993;
Wellink et al., 1993; Wieczorek, Sanfagon, 1993]. Onu 00pa30oBbIBAIUCH BHYTPU
U Ha TMOBEPXHOCTH M30JUPOBAHHBIX MMPOTOIIACTOB BHUTHBI, 3apaKEHHBIX BUPYCOM
Mo3auku BUrHBI [van Lent et al., 1990, 1991; Kasteel et al., 1993, 1996], npororutac-
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TOB Tabaka U TOMAToB, 3apaxeHHbIX BTM 1 BUpYyCcOM MO3auKH TOMaTOB, COOTBETC-
TBeHHO [Heinlein et al., 1995, 1998; Takahashi et al., 1999]. O6pazoBanue TpyOoueK
HE 3aBHCEN0 OT ()YHKIIMOHUPOBAHUS IIMTOCKENIETa, HO YIHETAIOCh OpedesInHOM
A — uHTHOUTOPOM cekpeTopHOU cuctembl [Pouwels et al., 2002; Tagami, Watanabe,
2007]. Kpome toro, Obu10 Tiokazano [Schepetilnikov et al., 2008], yTo nuTockeneT
Y CEKpETOpHas KJIIETOYHASI CUCTEMa HE YYaCTBYIOT B ICPEABIIKEHUH TPAHCIIOPTHOTO
oenka TGBp3 ropaeuBupyca B niepudepuuecKkue Tema, JOKAIH30BaHHBIC PSJIOM C
a3mMoecMamMu. [1o MHEHHIO aBTOPOB, 3TOT TPAHCIIOPT OCYIIECTRIACTCS KAKUM-TO
HEU3BECTHBIM CIIIE ITyTEM.

Bbu10 BBISIBICHO CBSI3bIBAHWE BUPYCHBIX TPAaHCIOPTHBIX OCJIKOB MO Tepude-
YU KJIIETOK B MECTaX COCIUHCHUS TUIa3MaJIEMMbl U 3HJI0TIA3MATHYECKOTO PETHKY-
JiyMa C KJIETOYHOHM CTEHKOH, a Takxke ¢ miadmoaecmamu [Boevink, Oparka, 2005].
HeiictBurensho, 30 x/la 6e1oxk BTM Obl1 00HapyskeH B muazmozecmax [Tomenius
et al., 1987] 1 KIETOYHBIX CTEHKaX 3apaKeHHBIX JHUCTheB [Deom et al., 1990]. B
TPAHCTEHHBIX PACTeHUSAX Tabaka co BCTpoeHHbIM reHoM 30 k/la Genka BTM ator
0EeJIOK JIOKAIM30BaJICsl BO BTOPUYHBIX IUIA3MOJIeCMax, HO He B iepBUYHbIX [Ding et
al., 1992a; Moore et al., 1992]. Kpome Toro, ObII0 yCTaHOBIICHO B3aMMOJICHCTBHUE
TpaHCOPTHBIX OenkoB BTM, Bupyca NOCBETIICHUS KUIOK TypHETICa H BUPyca MO3a-
VKM [IBETHOM KAITyCThI C IEKTUHMETUITPaHChepa3oit u kanpeTukyiuHoM [ Dorokhov
et al., 1999; Chen et al., 2000, 2005; I'acanoBa u ap., 2008], KJIETOUHBIMU OCITKAMHU,
JIOKQJIN30BaHHBIMHU B IUIA3MOJIECMaX, KJICTOYHOW CTCHKE M IHJIOTUIA3MATHYECKOM
perukyiyme [Denecke et al., 1995; Morvan etal., 1998; Baluska et al., 1999, 2001;
Chen et al., 2000; Laporte et al., 2003; Raffaele et al., 2009a].

«bBrmxHMIDY TPAHCIIOPT BUPYCHOTO MaTepuaja OCYIIECTBISCTCS 1O TIA3MO-
JIeCMaM — IIUTOTIA3MATHYECKUM MOCTHKAM, COCUHSIFOIIUX IMPOTOIIACTHI KIIETOK B
enunyto cucremy (cummact). FO.H. XKypasnessim [19796] Ob110 BbIcKa3aHO mpe-
TTOJIOKECHHUE O BO3MOKHOCTH TPAHCIIOPTA BUPYCOB I10 aIOIUIACTY, TAK KaK BUPYCHBII
MaTepuall OueHb OBICTPO OOHAPYXKHUBAJICA B Me30(UILIe MEXaHUUESCKH WHOKYIIH-
POBaHHBIX JTUCTHhEB. OJIHAKO aNOILIACTHBIM TPAHCIIOPT BHUPYCOB HA 3HAYUTEIHHOE
paccrosiHre ManoBeposiTeH. Kak moka3aHo B TiiaBe 2, BAPUOHBI B MEXKKJICTOUHOM
MIPOCTPAHCTBE OBICTPO JETPAJUPYIOT U UHAKTHUBUPYIOTCS. [103TOMY I1a3mMoecMbl
SIBIISIFOTCSL TJIABHBIM KaHAJIOM, COCMHSIOIINM KJICTKH M MO0 KOTOPOMY BO3MOXKCH
MEXKJICTOYHBIH TPAaHCIOPT BHUPYCOB. JIeHCTBUTENBHO, BUPYCHBIC YaCTUIIBI OBLIH
oOHapy>keHbI B miazmozecmax [Esau et al., 1967; Davison, 1969; De Zoeten, Gaard,
1969; Kitajima, Lauritis, 1969; Esau, Hoefert, 1972; Gibbs, 1976; Weintraub et al.,
1976].

Yucno, cTpykrypa v (DyHKIIMOHAIbHAS aKTHBHOCTH TIA3MOJIECM 3aBUCST OT
THUIA TKAHU, BO3PACTa TKAHU U BCETO PACTEHUS, YCIIOBUI BHEITHEH cpe/bl [Livings-
ton, 1935; Shalla, 1959; McLean et al., 1997; Itaya et al., 1998]. Knetkn Monoasix
TKaHEH COCAMHEHBI IEPBUYHBIMHU TUIA3MOJIECMaMH — MPOCTHIMH IWIHHIPUYECKAMU
kaHajgamu. C BO3pacToM 00Opa3yrOTCsi BTOPUYHBIC Pa3BETBICHHBIC ILIA3MOJICCMBbI,
HMEIOIIUe, COTTIaCHO cOBpeMeHHBIM npeacTaBieHusiM [Hepler, 1982; Overall et al.,
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1982; Ding et al., 1992a,b, 1993; Volk et al., 1996; Aaziz et al., 2001], cnoxHoe
CTpoeHHe. DHJOMIa3MaTHYECKUI PETUKYIIYM MPOXOJUT Yepe3 MiIa3MojecMy, MpH-
yeM MeMOpaHa peTHKyJayMa o0pasyeT B IIa3MOecMe AECMOTYOYTy, COAEPIKaILyTO
BHYTpH O€NKOBbIC YacTUIIBl. MKy AecMOTyOya0H M IUTOIUIa3MaTnyeckoi MemMO-
paHOM T1a3MOJIECMbl IMEETCs POCBET OKOJIO 2,5 HM, Ha3bIBaEMbIH [IUTOIIA3MaTH-
yeckuM pykaBoM. OH paszzeneH Ha 8-10 MHKpOKaHaJIOB OSTKOBBIMH MOJICKYJIaMHU.
[Ipennonaraercs, 4To MO 3TOMY pYKaBy MPOUCXOIUT MACCUBHBIN TPAHCIIOPT HU3KO-
MOJIEKYJISIDHBIX coeMHeHni. B obmacTu meiiku ria3MoJecMbl 0OHapyKeHbI Oel-
KM aKTHH, MHO3WH M LIEHTPUH, BO3MOXKHO, 00ECIICUNBAIOIINE AKTUBHBIN TPAHCIIOPT
makpomonekyn [White et al., 1994; Ding et al., 1996; Cuerupesa, LLusH, 2000].

MexaHu3M JeHCTBUSI TPAHCIIOPTHOTO Oellka MOKa OKOHYATEIbHO He U3BECTEH.
bbu10 BBICKa3aHO MPENONI0KEHUE, YTO OH BIMSET Ha COCTOSHUE KJIETOYHBIX CTE-
HOK U (WJIN) TUIa3MOJIECM MEKAY MH(GHUIMPOBAHHBIMUA M COCEAHUMH KIIETKaMH, He
cozpepxkammmu Bupyc [Atabekov, Dorokhov, 1984]. TemmepaTypouyBCcTBUTEIbHBIH
mramMM Lsl BTM BbI3bIBaN CHMKEHHE KOJIMYECTBA IJIa3MO/IECM B OOJBHBIX JIHC-
ThAX NPH HEpa3pelIaoeil TeMnepaType 1 He BIUSII Ha COJAepKaHHUe TUIa3MOJIeCM
IIpU pa3pelaroiiell TeMrnepaType, Toraa Kak THIHYHBIN IITaMM He 00J1again TaKuM
cBoiictBoM [Shalla et al., 1982]. Cnocoonocts 30 k/la OGenka BTM Bausith Ha co-
CTOSTHUE TIIA3MOJISCM OBLIO TOJTBEPKICHO U B Apyrux padorax [Wolf et al., 1989;
Berna et al., 1991]. B TpancreHHbIX pacTeHusix Tabaka copra Kcantu HK co BCTpo-
ennbM reHoM 30 k/la 6enka BTM mpu 24° C TpaHcopTHpOBAJICS ASKCTPaH C M.
M. 3,9 k/la u He aBuraics aekcrpan 9,4 x/la, mpu 33° C TpaHCIOPTHPOBAIUCH 00a
BElIeCTBa. Y TPAHCT€HHBIX YyBCTBUTENIBHBIX pacTeHuil copra Kcantu oHu pacnpo-
CTpaHsUTUCH TpH 00enx Temieparypax. [To Muenuto aBropos [Deom et al., 1991], ren
N moxet MmoauunmupoBars ciocodHocTs 30 k/la 6enka BTM BiausTh Ha cOCTOsIHNE
IIa3MOJIeCM. DTOT OEJIOK CIOCOOEH M3MEHSTh MPOIMYCKHYIO CIIOCOOHOCTH BTOPHY-
HBIX TUIa3MOJIECM TPAHCTEHHBIX pacTeHWW Tabaka, HO OH HE BIHSJI HA MEPBUYHBIC
IJ1a3MOJIECMBI, XOTs TIPOIYIIMPOBAJICS B MOJIOABIX JIMCThsX [Deom et al., 1990; Ding
et al., 1992a]. Ognako GenOK, MHBEIIMPOBAHHBIN B JINCThS HETPAHCTCHHBIX pacTe-
HUH, U3MEHSIJT MPOIYCKHYIO0 CIIOCOOHOCTh MEPBUYHBIX Iu1azmoaecM [Waigmann et
al., 1994]. TpancniopTHble O€NKH, H3MEHSISI IPOITYCKHYIO CIOCOOHOCTD MIa3MOJECM,
TE€M CaMbIM BIHUSIOT Ha TPAHCHOPT U paclpeiesieHle acCCUMUIISTOB, HYKJIEMHOBBIX
KHCIIOT U OEJIKOB. DTO, B CBOIO OUEpe/ib, CKa3blBACTCs B 3HAUUTEIBHOM Mepe Ha Co-
CTOSIHUM KIJICTOK, Pa3BUTHH PAacTEHHH M MX yCTOWYMBOCTU maToreHam [Sessions et
al., 2000; Kim et al., 2001; Nakajima et al., 2001; Guo, Ding, 2002; Maldonado et
al., 2002; Huang et al., 2005; Biemelt, Sonnewald, 2006].

[Toka He sicHO, KaKUM 00pa3oM U3MEHSIETCSI MPOITYCKHAs! CTIOCOOHOCTh T11a3-
MozecM. bruto mokazano [Ding et al., 1996], uto B ee peryisiunu NpuHAMAIOT y4ac-
THE aKTUHOBBIC (DUIIAMEHTBHI, BBI3bIBAsI, BO3MOXKHO, H3MEHEHHUS B CTPYKType Tia3-
mojiecM [Oparka, 2004]. Beickazano npeanonoxenue [Boevink, Oparka, 2005], uto
TPaHCHOPTHBIE OCNTKM BHUPYCOB, CBSI3BIBASCH C MEKTHHMETHATpaHc]epa3od U TeM
CaMbIM BJIMSS Ha €€ aKTHBHOCTH, CIIOCOOCTBYIOT YTOHUEHHIO KIETOYHOH CTEHKH
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BOKPYT IUIa3MOZECM, UTO OOJIeryaeT pacKpbITHE IIa3MoJecM. TpaHCHOpTHBIN Oe-
nok BTM umeer Tpu caiita anst pocdopunuposanus [Haley et al., 1995] u moxet
HETIOCPEACTBEHHO B3aMMOJICHCTBOBATh C MpOTEMHKMHA3aMH [ Yoshioka et al., 2004].
Bnmsinue gochopumpoBanHoro TpancnoptHoro 6enka BTM Ha mpomnyckHyto cro-
COOHOCTB IJIa3MOJIECM HEOJMHAKOBO Y Pa3HBIX pacTeHHi-xo3seB [Waigmann et al.,
2000] u 3aBucur ot creneHu (ochopunupoanus: (hocHOPUINPOBAHUE OTHOTO
caiiTa OBBIIIACT €€, a ABYX HJIM TPEX — YIHETaeT BIMsSHUE Oeika Ha M1a3MOAEeCMBI
[Trutnyeva et al., 2005]. TIpomyckHasi CHOCOOHOCTb IIa3MOJIECM MOXKET YBEIUYIH-
BaTbCsl B pe3yabTare AeATeIbHOCTH depMenTa f3-1,3-TokaHasbl, akTHBHOCTh KOTO-
POro YBEIWYMBANIaCh B PACTCHUSIX, CBEPXUYBCTBUTECIBHO PEAarpOBaBILIUX B OTBET
Ha 3apakeHue rpudamu, Oaxrepusmu u Bupycamu [Collinge, Slusarenko, 1987].
[NoBpimienne akTUBHOCTH [3-1,3-mIr0KaHa3bl ObLI0 0OHAPYKEHO W B PACTEHHSIX COH,
CHCTEMHO MOPaXCHHBIX BUPYCOM MO3aMKH COM, HO B KpaiiHe YCTOMYHMBBIX K 3TOMY
BUPYCY PacTEHHSX COU aKTUBHOCTH (DepMeHTa MOcCIe 3apakeHHsI CYLIECTBEHHO He
MeHsu1ach [Andreeva et al., 2002]. B onbiTax ¢ pactenusmu ¢aconu copra [Tunto
u N. glutinosa, 3apaxenusiMu wrammMamu VM 1 Ul BTM, Obina mokazana koppe-
JSIIMS MEKAY aKTUBHOCTBIO 3TOr0 epMeHTa U “ONMKHUM’ TPaHCIOPTOM BHpYyca
[Kearney, Wu, 1984]. B pacrenusx tabaka (copt Havana 425), nepunutHbx 110
B-1,3-rmokanaze | B pesynbrare aHTHCEHC-TpaHChOpMaLUK, ObLT JTUMHTHPOBAH
tpancnoptr BTM u Bupyca Hekpo3a Tabaka [Beffa, Meins, 1996; Iglesias, Meins,
2000; Bucher et al., 2001]. D1o o0bsicHsIeTCs TeM, 4TO B-1,3-III0KaHa3a pazpymaet
kasosy (B-1,3-mirokan), KoTopasi OTKJIabIBaeTCs B KJIETOYHON CTEHKE W TIa3Mo-
JecMax ¥ TeM caMbIM OJIOKHpYeT TpaHcnopT Bupyca [Shimomura, Dijkstra, 1976].
BeposiTHO, B mepeHoce uepe3 MIa3MOAESCMbl BUPYCHBIX TPAHCIIOPTHBIX OCIKOB H
HYKJICMHOBBIX KHCJIOT MPUHUMAIOT y4acTHe KJIETOYHbIC OCJIKM IIanepoHbl ceMelic-
tBa Hsp70. Ot Genkn KpoMe cBOEi OCHOBHOM (PYHKIIMHU, @ UMEHHO YKJIaJK{ TOJIHU-
MENTUAOB B CTAOMIIBHBIC CTPYKTYPBI, TAKXKE YUacCTBYIOT B TpaHcnopre OenkoB [Pi-
lon, Schekman, 1999; Mayer, Bukau, 2005]. B0 BBISIBICHO HOBOE CYOCEMEWUCTBO
kieTouHbIX Hsp70 6enkoB, ciocoOHBIX MepeMeIarbest Mo mIa3MoAecMaM U BIUS T
Ha ux pa3mepsl [Aoki et al., 2002]. Kpome Toro, Ob110 1OKa3aHO, YTO KIOCTEPOBU-
pycsl kogupytoT romonoru Hsp70 GenkoB, GyHKIMOHUPYIOMIKE KaK TPAHCIIOPTHEIE
oenku [Agranovsky et al., 1998; Peremyslov et al., 1999; Alzhanova et al., 2001].
Bruto npemioxkeno [Citovski et al., 1990, 1992; Osman et al., 1992, 1993; Fuji-
wara et al., 1993; Giesman-Cookmeyer, Lommel, 1993; Waigmann et al., 1994], uto
TPaHCHOPTHBIN OEJ0K TOOaMO- M TUAHTOBUPYCOB HEMOCPEACTBEHHO CBSI3BIBACTCS CO
CBOCH HYKJICMHOBOW KHCJIOTOHM M o0Jierdaer ee TPaHCHOPT yepes mia3MonecMbl. B
OMbITax in vitro ObuIO MOKa3aHo, uto 30 xJ/la O6enok BTM cnocoGeH CBS3bIBATHCS C
onHonuteBsiMu PHK min JIHK. B pesynbrare cBsi3piBaHus MoOjIeKysla HyKJI€HHOBOM
KHCJIOTHI pa3BOpadrBacTCst U 00pa3yeTcsi TOHKUH BBITAHYTHIH PHOOHYKIICOPOTEH T
C IMaMETPOM MPUMEPHO 2-3 HM, CIIOCOOHBIN MPOXOAUTH uepe3 miazmonecmsl [Cit-
ovski et al., 1990, 1992; Kiselyova et al., 2001]. Kpome TOoro, ObUIO yCTaHOBIJICHO,
yro perurkaza BTM Taxoke BoBlieueHa B MEXKKICTOYHBIH TPaHCIIOPT BUPYCHOTO Ma-
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tepuana [Hirashima, Watanabe, 2001, 2003]. YMOpa- U TuaHTOBUPYCHI KOAUPYIOT
OZIMHOYHBIC TpaHCTIOpTHBIE Oenku, csa3biBaronre ssPHK. B otmune ot Tpancnop-
THOTO Oenka BTM, kotopelil pasBopaunBaet monekyny PHK, Genku 3Tux BUpycoB
¢dopmupytor ¢ PHK xommaktHble prOonykieonpoTenasl, ycroiunBbie Kk PHKaze
[Fujiwara et al., 1993; Nurkiyanova et al., 2001; Taliansky, Robinson, 2003]. Kax
MOKa3aJil OMbITHI C MyTaHTaMH BUpPYyca OT'YPEYHOM MO3auWK{ 10 TPAHCIOPTHOMY
0eJIKy, TOMY BUpPYCY AJISi MEXKKIETOUHOTO TPaHCIIOpTa HEOOXOOUM TaKke OeoK
oOonouku. [Ipeanonaercs, 4To KamcUAHBIA OEJIOK BBI3BIBAET KOH(QOPMAIMOHHBIC
HW3MEHEHUS] B TPAHCIIOPTHOM OeJike, MPUBOAIINE K 00pa30BaHUIO BUPYCHOTO pPH-
OoHykJeonpoTrenia, cocoonoro k Tpancrnopty [Palukaitis, Garcia-Arenal, 2003].
[ToTuBHMpyCH HE KOAUPYIOT TPAHCTIOPTHBIX OEITKOB, HO HECKOJIBKO BUPYCHBIX OCJIKOB
BBITIOJTHSIOT TPAHCHIOPTHYIO QYHKLMIO, B TOM 4rcie nporenHasa HC-Pro, PHK no-
numepasa u 6enok VPg, cesaszanubiii ¢ renomoM [Nicolas et al., 1997; Revers et al.,
1999; Dunoyer et al., 2004].

B MexaHMuYeCKHM MHOKYIHPOBAHHBIX JIUCTHSIX BHUPYCHI PacpPOCTPAHSIOTCS B
panuaibHOM M BEPTUKAILHOM HAIPABJICHHSIX J10 TEX MOP, TIOKA He JOCTUTHYT HUKHE-
ro snuaepmuca [Hosokawa, Mori, 1982]. CkopocTh TpaHCHIOPTa OT KJIETKH K KJIETKE
cocrasisieT 3-10 MKM /4ac 1uis1 pasHbIX BUpycoB [Rappaport, Wildman, 1957]. Takas
HU3Kasi CKOPOCTh 00BsicHsIeTCs [MaTthio3, 1973; XKypasnes, 19790] neodxoaumoc-
TBHIO PENPOAYKIIUH BUPYCOB B KOKAOH CIEAYIOMIEH KIIETKe, a JUIi ACPOTEHHU3ALNT
u perunkaimu BupycHeix PHK tpeGyercs Bpems. Kpome Toro, Mmuorne minasmonec-
MBI MOTYT OBITH HEIPOXOAMMBI JIJIsl BAPYCOB M3-3a HEJOCTAaTOYHOTO JTUAMETPa MM
BCJIEZICTBUE TOTO, YTO OHHM 3aIIOJHEHbI MEMOPaHHBIM U ApyruM MaTepuainom [Shalla,
1959; Robards, 1971; Juniper, 1977].

Pacnipoctpanenne BHpPYCHOrO Marepualia W3 MEPBHYHO WHPHINPOBAHHBIX
JIUCTHEB CHCTEMHBIX XO35I€B MO PACTEHUIO NMPOUCXOJUT MO MPOBOJSIIEH CUCTEME.
[IpoBoasmas cucremMa JHcTa MPEACTABICHA JKWIKaMHU pasHoro mopsjaka. JKunku
pacmonokeHbl Tak, YToObl 00ECTIeUNTh BCE KIIETKH JINCTa HEOOXOAUMBIMH Bellec-
TBaMH U OTTOK OT KJIETOK aCCUMMJISITOB. TpaHCIOPT aCCUMUIISITOB B JIUCTE CTPOTO
OPHEHTHPOBAH: aCCUMHJISITHI TIEPEMEIIAIOTCS 3 KayKA0H MUKPO30HBI KIETOK ME30-
¢wmta paguycom 70-130 MKM B CTOpOHY OMI>KaiIero K Helt Maoro mydka u aajee
0 KJIeTKaM (Ji09Mbl B CTOPOHY KpymnHO# >xuiku [[Tonesoit, 1989]. dnosmHuas yacTsb
MIPOBOAALICTO ITyYKa COCTOUT U3 CUTOBUIHBIX TPYOOK, KIIETOK-CITy THUKOB, TIEPEXO/I-
HBIX KJIETOK U TIAPCHXUMHBIX KJIETOK. KcueMHas 4acTh Mmy4yKa COIEPKHUT TPaxeu
MapeHXUMHBIE KIeTKU. B Menkux mydkax (rosMHble U KCHIEMHBIE COCY/bl 3aKaH-
YUBAIOTCA MAPCHXUMHBIMU KIIeTKaMmu [Icay, 1969].

OOwienpu3HaHo, YTO JaTbHUK TPAHCIIOPT BUPYCHOTO MaTepralia MpoOrUCXOIUT
o cocynam (I03MBbl, IPUYEM 3arpy3ka U pasrpy3ka CUTOBHUAHBIX DJIEMEHTOB MPO-
ucXoauT yepes3 mnazmonecmsl [Carrington et al., 1996]. Oanako BUpyCHBIE YacTu-
bl OBLTH OOHAPYKEHBI M B KCHIIEMHBIX COCYIax 3apaKeHHBIX JucTheB [Chambers,
Francki, 1966; Dcay, 1969; Weintraub, Ragetli, 1970; Robertson, Carroll, 1989].
[Tpudem BUpyC KeNTOH KpamuaTocTH puca OOblIe HaKalUIMBAJICA B COCYyax KCHU-
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JIeMbl ¥ TIPWJIETAIONINX TTAPCHXUMHBIX KJIETKaX MEXaHHMYEeCKH M CHCTEMHO MH(U-
LUPOBAaHHBIX JIUCTHEB PACTEHUH pHCa, YeM B CUTOBHIHBIX 31eMeHTax [Opalka et
al., 1998]. Cunraercs, 4To BUPYCHBII MaTepuai He CIOCOOCH BBIXOAUTD U3 COCYJ0B
KCHJIEMBI B KJIETKH MapEHXUMbI HJIH €r0 BBIXOJl 3aKaHYMBACTCSl a0OPTUBHON HH(EK-
LMel U He BhI3BIBACT 3apaxxeHus jucTheB [Schneider, 1965; Jlopoxos, 1985]. On-
HAaKo MOKa3aHO, YTO BUPYC IOXKHOW MO3auKH (Pacojy, BBEACHHBIA MyTEM MPUBUBKH
WM UHBEIIMPOBAHHBIA B CTE0EIb, TPAHCIIOPTUPYETCS BBEPX M BHU3 110 PACTECHHIO
¢aconu copra [InHTO Yepe3 yuacTku cTedist, yOUTbIe TApOM, U BBI3BIBACT 3apaske-
Hue Tkanei [Schneider, Worley, 1959 a,b]. CoriacHo 1aHHBIM HMMYHOXHMHYECKOTO
OKpAaIllMBaHUs 30JI0TOM, BUPYC MO3aWKH IMIICHUIIBI, TIEPEAAIONINics Yepe3 MOYuBY,
TPaHCHIOPTUPOBAJICS U3 KOPHEH B JIMCThA IMIICHUIIBI IO cOCynaM KeuieMsbl [ Verchot
et al., 2001]. DT pe3ynbTaThl CBUACTEIBCTBYIOT O TOM, YTO BUPYCHI CIIOCOOHBI Tie-
penBUTaThCs MO KCUIIEME M CUCTEMHO 3apakaTh PaCTCHHSI.

HexoTopsie MyTaHTBI BUPYCOB HE CIIOCOOHBI TPAHCIIOPTUPOBATHCS 110 pacTe-
HUIO [IPH OIIPEACTICHHBIX yCIOBUsAX. KpoMe TOoro, BUpYyChl MOTYT pacipOCTPaHSATHCS
TOJIBKO B PACTCHMSX-X035ieBax. B 00oux ciydasix orpaHUueHHs B TPAaHCIOPTE BU-
PYCOB MOTYT NPEOA0JEBAaThCS (KOMIUIEMEHTHPOBATHCS) C TOMOILBIO BHPYCOB-TIO-
MOIITHUKOB, B Ka4€CTBE KOTOPBIX MOTYT CIY)KUTh POJICTBEHHBIC MITAMMBI U JaiKe
HEpOJCTBEHHBIE BUPYCHl. KoMIsieMeHTalMs BUPYCHOTO TPaHCIOPTa SBJSIETCS J0-
BOJILHO pacrpocTtpaHeHHbIM (eHomeHoMm [Atabekov, Taliansky, 1990]. On ObL1
BBISIBJICH MIPU MCIIOJB30BAHUH PA3IMYHBIX HKCIIEPUMEHTAJIBHBIX MOIXOA0B: a) MpH
CMelaHHOW MH(EKIUHN BUpyca, 1e(EeKTHOrO MO TPAHCTIOPTHOH (DYyHKLIWH, U BUPY-
ca-momomrnuka [Taliansky et al., 1982a,b,c], 6) npu nHDeKIUN peKOMONHAHTHBIMH
BUpYyCaMH, COACPKAIIMMU Yy)KHe TeHbI TpaHCTIOPTHBIX OenkoB [Nejidat et al., 1991;
Hilf, Dawson, 1993], B) npu 3apakeHnu Ie(eKTHEIM BUPYCOM TPaHCTEHHBIX pacTe-
HUH, 9KCIIPECCUPYIOUINX T'eH TPaHCIOPTHOTO Oelika BUpyca-moMonHuka [Deom et
al., 1987, 1990; Holt, Beachy, 1991].

Pacnpoctpanenue BUpYCOB IO pacCTEHHIO 3aBUCHT M OT UX CIIOCOOHOCTH MPO-
THUBOACHCTBOBATh 3aLIUTHBIM MEXaHW3MaM pacTeHus. OJHUM U3 HUX SIBISICTCS WH-
tepdepenuust PHK (PHK-caiineHcHHT nian yMoJIKaHue TeHOB), KOTOpast IPUBOAUT K
runponusy BupycHoit PHK. 3ammura BupycHoit PHK ot nerpagannu npoucxoaur B
pesynbrate cOOpKH BUPHOHOB M KOMITAPTMEHTAIM3alUH, TO €CTh pa3MEelICHUs BU-
PYCHOTO TeHETHUECKOTr0 MaTepHaia B clieliupuIecKux ydacTKkax KJIeTKH (KoMmapT-
MeHTax). Tak, perumkanus PHK Bupyca kentoil MO3auku TypHeTica OCYyILECTBIIs-
eTcs B MEMOpPaHHBIX IMy3bIpbKax, 00pa3yIoMmnXCcsl Ha TIOBEPXHOCTH XJIOPOIIACTOB.
Kpome Toro, HeKOTOpBIE BUPYC-KOAUPYEMBbIE OCIIKHU SIBISIOTCS CYyIPECCOPaMHU yMOJI-
KaHUs TeHOB. VX jelicTBHE MPUBOIUT K YCHJICHUIO HAKOTUICHUSI U TPAHCIIOpTa BU-
PYCHOTO Marepuaia U TeM CaMbIM CIIOCOOCTBYET MOBBIIICHUIO YYBCTBUTEILHOCTH
pacrenwuii kK BupycHoi nadekunu [opoxos, 2007].

B nacrosiiee BpeMst HET €AMHOTO MHEHHUS O TOM, B Kakoi popme BUPYCHI pac-
MpoCTpaHstoTes Mo pacteHno. OOHapyeHHe BUPYCHBIX YacTHUI] B TIa3MOJECMax
[Essauetal., 1967; Davison, 1969; De Zoeten, Gaard, 1969; Kitajima, Lauritis, 1969;
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Gibbs, 1976; Weintraub et al., 1976], cHTOBUIHBIX JIeMeHTaX (JIO3MBI U (PIOIMHBIX
akcynatax [Essau, Cronshaw, 1967; Kluge, 1967; Oxelfelt, 1975] npuseino k 3akito-
YEHUIO, YTO TPAHCIIOPTHOH (POpMOI BUpYyCa SBISIOTCS BUPYCHBIE YacTHIBL. O0 3ToM
K€ CBUICTENILCTBYIOT PE3yJbTaThl ONBITOB ¢ MyTanToM BTM, cuntesupyromum oOe-
JIOK 000JIOYKH, HO HE CIIOCOOHBIM 00pa30BHIBATH BUPUOHBI M TPAHCIIOPTUPOBATHCS
o pactenuto [Saito et al., 1990]. OqHako BUPYC PO3ETOUHOCTH 3€MJITHOTO Opexa
CIOCOOCH MEPEABUraThCS 0 PACTCHUIO Oe3 Oenka 000JI0UKH B BHJIE HYKJICOIPOTE-
Haa B KOMILUIEKCE C HECTPYKTYPHBIM OEJKOM — MPOJYKTOM TPAHCISIIUHU 3 OTKPBITOM
pamku cuutbiBanus [Ryabov et al., 1999]. He uckiroueHa BO3MOKHOCTD y4acTHst
cBoOoxHoii BupycHoit PHK B pacmpocTpaneHnu HHGEKIIMOHHOTO MaTepraa B pac-
TeHHH, Tak Kak mrtamMmbl BTM, nedekrabie o 6enky obonouku, u PHK 1 (numen-
Has reHa Oenka 00onoukH, KoTopslii Haxoautesi B PHK 2) Bupyca morpemMkoBocTH
Tabaka CUCTEeMHO 3apaxkanu pacrenus [Siegel et al., 1962; Zaitlin, Keswani, 1964;
Sénger, 1968]. Ho B 3TOM cityyae He ICHO, KAKUM 00pa3oM OCYIICCTBISCTCS 3aIUTa
PHK ot PHKa3. Bozmoxxno, PHK 00pasyeT kakue-T0 KOMIIEKCHI ¢ paCTUTEILHBIMH
oenkamu. W.I. AtabexoB u FO.JI. Jlopoxos [Atabekov, Dorokhov, 1984; lopoxos,
1985] mpeanonoXuian, 4To TPAaHCHOPTHOU (OPMOI BUpYyca SIBISIOTCS] BUPYCCIICIH-
¢uueckue napopMocomonoaodusie pudonykieonporenasl (BPHIT), koropsie Obin
0OHapy»XeHbl B PaCTCHUSIX M OTAMYaINCh oT BUuproHoB 1 PHK mo mmaByyeii miot-
HocTH U MopdonornueckuM npusHakaMm. B cocraB BPHII Bxoaunu cyOreHoMHbIE
Bupycubie PHK, kierounsie u Bupyccnenuduueckue 6enxu [lopoxos u ap., 1980;
1981; Dorokhov et al., 1983; Anexcanaposa u ap., 1984; Jlopoxos u ap., 1984 6, B].
Bosmoxno, TpancniopTHO# opmoit X-Bupyca KapTodens sBIseTcs KOMILIEKC BHU-
pycHo#t PHK, Genka 000104KH ¥ TpaHCHIOPTHOTO OeJika, CIIOCOOHBIN K TPaHCIALUT
[Atabekov et al., 2000; Karpova et al., 1999, 2006].

4.2. OrpaHMyeHusa TpaHcnopTa BUPYCOB B pacTeHUsAX
C pa3HOW YCTOMYUBOCTbLIO K BUPYCHOM MHEKLK

4.2.1. YyecmeumersnbHbie pacmeHuUsi

B pazgene 3.2 yxxe coo01manoch 0 TOM, 4TO B alTUKAIBHON MEPUCTEME U «3e-
JIEHBIX OCTPOBKaX» MOJIOIBIX JINICTHEB OONBHBIX UyBCTBUTEIHHBIX PACTCHUN OTpa-
HAYEHBI HAKOTUICHUE U TPAHCTIOPT BUPYCHOTO MaTepHara.

Kpome Toro, mMeroTcs mpuMepsI, KOTJa BUPYCHl Pa3MHOKAIUCh U TIEpeMe-
LIAJTMCh OT KJIETKU K KJIETKE TOJbKO B MHOKYJIMPOBAHHBIX JUCThbiIX. Tak, BTM Ha-
KaIUTUBAJICS B MEXaHWUYECKH 3apPKCHHBIX JUCTBHSIX PACTEHWUH IIMMMHATA, HO €CIIH
€ro CTPYKTYpPHBIM O€JIOK 3aMEHsUId Ha OEJIOK 00O0JIOYKH BHpPyCa MO3AMKH JIFOIEp-
HbI, KOTOPBIA CHCTEMHO MOpPakaeT PacTCHUs IIMUHATA, TO 3TOT XMMEPHBIA BUPYC
TPaHCIIOPTUPOBAJICS 10 pacTeHuto [Spitsin et al., 1999]. [lns usonsara NY Bupyca
MO3aHWKHU TOPOXa, MEPEIAONIETOCS Yepe3 CeMEHa, XapaKTepeH TOIBKO «OIMKHHI)
TpaHcnopt B pactenusix Chenopodium quinoa Willd, Torna xak uzonst DPD1 b1
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CIOCOOCH MepeMeIaThes 0 BCEMY PAacTeHUIO. AHaU3 MOKa3ajl, YTO TH JIBa U30-
JISITa pa3InvaroTcsl MEXIy cOOOM M0 OTHOMY aMUHOKHCIIOTHOMY OCTAaTKy B O3HLIUU
47 y crpykrypHoro Oenka. Ecnu 3aMeHsuin cepuH Ha TpoiuH, To u3oisaT NY cuc-
TEMHO MOpaskal 3TH pacTeHus. 1, Hao0opoT, Mpy 3aMeHe MPOJIMHA Ha CEPUH U3O0JIST
DPD1 Tepsint cBOIO clOCOOHOCTD K JlanbHeMy TpaHcnopty. OTHaKO ApyTrre U30JAThI
3TOTO BHpYCa (s6 U nep-1), cofepkamye TaKxe cepruH B nmo3uuuu 47 B 6enke 000-
JIOUKH, pacTpoCTPaHsUINCh M0 BceMy pacTenuto [Anderson, Johansen, 1998]. Bupyc
OTYPEYHOM MO3aMKH CHCTEMHO MOpa)KaeT PACTCHHUSI OTYPLOB B OTIMYHE OT BUPY-
ca aclepMUu TOMAToB, KOTOPBIN PEIUTMIUPOBAJICS M TPAHCIIOPTHPOBAJICS TOJIBKO B
WHOKYJIMPOBAHHBIX JUCThSIX. ECu reHOM BUpyca acepMuy TOMaTroB OBUI TOKPBIT
0eIKOM 00O0JIOYKH BUpPYCa OTYpEUYHON MO3aWKH, TO OH TaKKe PaclipoCTpaHsIICs 1O
pactenuto. Bupyc orypeunoit Mo3zauku co Bcrpoennoid PHK 3 Bupyca acnepmuu to-
MarToB, KOTOpasi KOIUPYyeT OeJIOK 000JI0YKH U OeIOoK 3a, Tepsiyl CBOIO CIIOCOOHOCTH K
nansHeMy Tpancnopty [Taliansky, Garsia-Arenal, 1995; Thompson, Garsia-Arenal,
1998]. DT npuMepsl YKa3bIBalOT HAa 3HAYUTEIBHYIO POJb OeiKka 000J0YKH B pac-
MPOCTPAaHEHUHU BUPYCOB B pacTeHUsX. [loka He sICHO, oYeMy HEKOTOpBIE BUPYCHI,
CIOCOOHBIE K «OMMKHEMY» TPaHCIIOPTY, HE MOTYT MEpEMEeIaThCcsl Yepe3 MpPOBOIs-
LIYI0 CUCTEMY T10 BCEMY PACTEHUIO.

Ji1st HEKOTOPBIX BHPYCOB XapaKTepHa TKAaHEBas CIICHU(PHYHOCTH, KOIIa OHU
HAKaIIMBaIOTCS TOJNBKO B OMPENEICHHBIX TKAHSIX YYBCTBHTEIBHOTO PACTEHHUS-XO-
3suHa. Tak, B pacTeHUsX JaiiMa, MOPaXEHHOT'O BUPYCOM TPHCTEIBI [IUTPYCOBBIX,
CKOIUICHHSI BUPYCOMOJOOHBIX YacTUl] 0OHApyXKUBAJIHCh B KieTkax (o3msl [Price,
1966]. B knerkax mosmbl pacteHuii (aconu, caxapHOH CBEKIbI, Tabaka ¥ ToMa-
TOB OBLJI HaiiieH OeoK BUpYyca KypuyaBocTu Bepxyiuku [Mumford, Thornley, 1977].
JIroreoBHpYCHI ObLTH BBISBICHBI BO (PIIOAMHOIN MapeHXUMe, KIETKax-CIyTHUKAX H
cutoBuaHbIX anmemenTax [Taliansky, Barker, 1999], Ho onn cmocoGHbI 3apaxarb
MIPOTOILIACTHI, H30MPOBaHHbIe U3 Me3oduiuta [Kubo, Takanami, 1979; Barker, Har-
rison, 1982]. OnHako BUPYC JKENTYXH CBEKJIbI HAKAIIMBAJICS BO (JIOAME HA paHHUX
sTanax 3aboieBaHus, HO 3aTeM ObLT HaijieH B Me3o¢wmuie u snuaepmuce [Esau et
al., 1967]. TkaneBasi cneuuprUIHOCTH 00YCIOBIEHA OrPAaHUYCHUEM TPAHCIIOPTa BU-
pyca, TaK KaK OHa IIPEOI0IeBACTCS IPH COBMECTHOM MH(EKINHU ¢ BUPYCOM-TIOMOIII-
HuKoM. Hampumep, BUpyC 3070THCTON MO3auKku (acosid Mopaxxasa TOJBKO KIETKH
(htosmbl ucTheB pactenuit daconu [Kim et al., 1978], a mpu coBMecTHOM 3apae-
Huu ¢ BTM u apyrue tkanu [Carr, Kim, 1983b]. Y-Bupyc kaprodeins crnoco0CTBO-
BaJI TPAHCIIOPTY BUPYCa CKPYUHMBAHUS JIUCTHEB KapToQest u3 GpaodMbI B MAPEHXUMY
mucteeB N. clevelandii A. Gray, HO He OKa3bIBaJI TaKOro APQeKTa B paCTEHUSIX Kap-
toens [Barker, 1987]. Bonee Toro, npu mocpeacTBe BUPyCa-TIOMOIHUKA MOXKHO
paCUIMPUTB KPYT pacTEHU-X0351€B. Ycroiunsble K BTM pacTenust TOMaTroB ¢ TEHOM
Tm-2 3apaxxaquch STUM BUPYCOM TOCJIE MPEABAPUTEILHOTO 3apaskeHHs X-BUPYCOM
kaprodens [Taliansky et al., 1982b]. BTM, Bupyc mTpuxoBaToil MO3auKu SUMEHS,
Y- 1 M-Bupycsl kapTodens cnocoOCTBOBa N pa3MHOKEHHIO B YCTOWYHMBEBIX pacTe-
HUSX TAaKHX BHPYCOB KaK BUPYC MO3aWKH KOCTpPa — B paCTEHHSIX TOMATOB U (acoiy,
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BTM — B pactenusix siamensi, X-Bupyca KapTodeis — B paCTCHUSX KapTodest copTa
Cagup, coorBercTBeHHO [ TanbsHckuii, 1984].

4.2.2. TonnepaHmMHbIe pacmeHusi

B suteparype Her cBepeHHMH 00 OrpaHMYEHHMH TPAHCIOPTa BUPYCHOIO Ma-
Tepuaja B TOJEPAaHTHBIX pacTeHusX. B Hammx ombiTax ¢ mzomsatamu BTM (412 u
JaJIbHEBOCTOUHBIHM, BBIICICHHBIN M3 MEpLa) U TOJIEPAHTHBIMU K HUM PACTCHHUSIMU
tabaka copra CaMCyH ObLIO IOKa3aHO, YTO PACHPEACICHUE ITUX U30JISITOB B JIHC-
ThSIX Pa3HBIX SIPYCOB OBLIO IOXOXKE HA PACIIPOCTPAHEHUE BUPYCa B UyBCTBUTEIIBHBIX
pacrenusx. OQHAKO COEPKAHNUE BUPYCOB B JINCTHSIX TOJICPAHTHBIX PACTEHHUH ObUIO
3HAUUTEJIbHO HMXKE, YEM B JIUCTHSIX UyBCTBUTENbHBIX PACTCHUN [MannHOBCKUN M
ap., 1993a; Malinovsky et al., 2001]. AHanoru4HbIe pe3ynbTaThl ObUTH TIOJTYYCHBI B
OIIBITAX C BUPYCOM MO3AaMKH COM U PACTCHUSIMU COM, Pa3IMYaIOIUMHUCS 110 CBOEH
peaxkyMu K 3TOMY BUPYCYy. YPOBEHb HAKOILICHUS! BUPYCa MO3AUKH COM 3aBUCEIN OT
copra pacrenuil. Tak, B pacrenusix copra Peking oH HakanuBascs MeUICHHEE, YeM
B PAaCTEHUSIX copTa XOJICOH, HECMOTPS Ha TO, YTO PACTEHHSI 3TUX COPTOB MPOSIBIISIIN
K BUPYCY ToJiepaHTHYI0 peakuuto [Canouxuit u np., 2002, 2004].

4.2.3. CeepxyyscmeumersibHble pacmeHus

OOuIenpHUHSATO, YTO PACHPOCTPAHEHUE BUPYCA B MHOKYJIUPOBAHHBIX JIUCThSIX
CBEpPX4yBCTBUTEILHBIX PACTEHHI OJIOKHPYETCsl B pe3ysibTaTe 00pa3oBaHUsl JIOKAIb-
HBIX HEKpo30B. Jlokanuzanusi BUpyca He 00s3aTelIbHO COMPOBOXKIACTCS HEKPOTH-
3anuei KIeTok. MIHruOrupoBaHre HEKPOTH3ALUK KIETOK OKHCIHTEIbHO-BOCCTAHO-
BuTenbHbIME arenTamu [Favali et al., 1978] u uutpununom [Takusari, Takahashi,
1979] He BAUAIO HA JTOKATHM3AIHIO BUPYCa. 3apaXeHUe pacTeHUH OTYPIIOB CYCITCH-
sueit BTM nHuskoli konnenrpaiuu [McKinney, Fulton, 1949; Lindner et al., 1959;
Cohen, Loebenstein, 1975] u pacrenuit Primula obconica Hance BupycoMm Hekpo3a
tabaka [Bawden, Kassanis, 1947] npuBonuio K JIokamu3amnuu BUpyca 6e3 oopa3ona-
HUs HeKpo30B. TerutoBast 00pabOTKa YyBCTBUTEIHHBIX PacTEHUH Tabaka, 3apaKeH-
HeIx BTM, uHIynmupoBana o6pa3oBaHHEe TEIIOBBIX HEKPO30B, HO HE MPHBOAMIIA K
nmokanu3anuu Bupyca [Foster, Ross, 1975a,b].

[IpuHSTO CUNTATD, YTO B CBEPXUYBCTBUTENBHBIX PACTEHUSAX “‘ONMKHUMI TpaHC-
nopt” BUpYyca MPOUCXOTUT TOJBKO B TIEPHOJT POCTA JIOKAJIbHBIX HEKPO30B U 3a Tpe-
JeTbl C(OPMUPOBABIINXCS HEKPO30B BUPYC HE MOCTYIAET. ITO MHEHHE OCHOBAHO
Ha cienyromux (akrax. Yxke B padorax @.0. Xonmca [Holmes, 1954] Obuto mo-
Ka3aHo, YTO aKTHUBHAs PENpPOIYKIHUS BUPYCOB OCYIIECTBISIETCS TOJIBKO B JIOKAIIb-
HBIX HEeKpo3ax. [Ipu MOBBIIEHHON TeMIlepaType, Korna HeKpo3bl He 00pa3yroTcs,
BUPYC CUCTEMHO pacripocTpansiercs o pacrenuto [Jockusch, 1966; Martin, Gallet,
1966a,b]. [Toacuer uncna 3apa’keHHBIX MPOTOIIIACTOB, BRIICICHHBIX W3 HHOKYIUPO-
BaHHBIX JINCTHEB UyBCTBUTEIBHBIX U CBEPXUYBCTBUTEIILHBIX pACTEHHI TabaKa repes
MOSIBJICHUEM BUJIMMBIX HEKPO30B H HHKYOUPOBAHHBIX 24 W JIJIsl HAKOTUICHHS BUPYCa,
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ITOKa3all, 4YTo 3TO YHCIIO ObLI0 ofaumHakoBbIM [Otsuki et al., 1972a; ManuHoBCKUi
u ap., 1993a, 1996]. CpaBautensHOe n3yueHue «OnmxHero» tpancrnopra BTM B
JIUCTHSIX YyBCTBUTEIIBHBIX H CBEPXYYBCTBUTEIILHBIX PACTCHUH TabaKa, MPOBECHHOE
METOJIOM HMMYHHO(ITYOPECIICHTHOTO OKPAIIMBAHUS KJIETOK JINCTHEB IOKA3aJ10, YTO
Ha TIepPBBIX 3Tanax (popMUPOBaHUS HEKPO30B BHPYC PACIPOCTPAHSICTCS B JIHCThIX
pacTeHuii ¢ pa3HOM peakuueil Ha BUPYCHOE TOPAKCHUE C OIMHAKOBOH CKOPOCTHIO
[Hosokawa et al., 1989]. 30 k/la 6enok BTM oanHakoBO HaKaruiMBajics B CyOKIe-
TOYHBIX (PpakiusX (MEeMOpPaHbI U KIETOYHBIC CTEHKH) JIHUCTHEB CBEPXUYBCTBUTEIIb-
HBbIX U YYBCTBUTEIIbHBIX PacTEHUH Tabaka JI0 MOSBJICHUS BUIUMBIX HEKPO30B, HO
3aTeM y CBEPXUYBCTBHUTEJIBHBIX PACTCHUH €ro COACp)KaHHE B KIETOYHBIX CTCHKAX
PE3KO CHMKAJIOCh C OAHOBPEMEHHBIM COKpALICHUEM CHHTEe3a Oesika 000JI0YKH BU-
pyca [Moser et al., 1988].

ComnacHo HamuM AaHHBIM [ManuHoBckuit u ap., 1993a], crenens yruere-
HUS «ONIKHET0» TPaHCIOPTa BUPYCa 3aBHCUT OT TeHa, KOHTPOJIMPYIOIIETO peax-
LIUIO CBEPXUYBCTBUTEIBLHOCTH. Y pacTeHmii Tabaka c reHoMm N (copta Camcyn 47/10,
Camcyn 27, KcanTu HK) 10CTOBepHOE TOpMOXKeHue TpaHcnopta BTM Obi1o 0OHa-
pykeHo mociie GopMUpPOBaHUs BUAUMBIX HEKpO30B (3-4 cyT mocie 3apaxeHus). Y
pactenuii Tabaka ¢ renom N' (CamcyHn EN, N. sylvestris) oOpazoBaHHE HEKPO30B HE
BIIMSUIO HAa TPAHCIIOPT BUPYCHOTO MaTepuaia B TeYeHUE 15 CyT Mocie HHOKYIISINY.
B Gonee no3aHue cpoky N3MEPEHUH HEKPO30B HE MTPOBOAMIIN, OTHAKO BUPYC HUKOT-
Jla HE BBISBIISUICS B HEMHOKYJIMPOBAHHBIX JIMUCThIX PACTCHUH ¢ TeHOM N', 4TO yKa3bl-
BaeT Ha JIOKAJIU3AIHI0 BUPYCa B MEXaHUYECKH 3aPaXKCHHBIX JINCThSIX.

B HEexpOTH3MPOBAaHHBIX U COCEIHUX C HEKPO3aMU KIIETKAX BBISBICHBI TAKUEC
OMOXMMHUYECKHUE ¥ CTPYKTYPHBIC M3MEHEHUSI, KaK BBIXOJI B IUTOILIA3MY U3 IIEHTPAJIb-
HOM BaKyoJiH (DeHOJIOB U THAPOIUTHUECKUX (DEPMEHTOB M3 TM30COM, NIPEBpalCHUE
(eHosoB B Oosiee TOKCHYHBIE XMHOHBI, OTJIOKEHHE KaJJIO3bl B IUIa3MOJieCMax, Be-
Jyliee K uX 3aKyrnopke, MOAW(QUKAINS U YTONIIEHUE KIETOUHBIX CTEHOK, OTIOXKe-
HUE Ha KJIETOYHBIX CTCHKAaX KaJUIO3bl, JIMTHUHA, CyOepUHA, OTXOJ IIUTOILIA3MBI OT
KJISTOYHBIX CTEHOK, pa3pbiB Mia3moyiecm u npyrue [XKypasies, 19796; Kopanenko,
1983; Goodman et al., 1988]. Bce 3Tu n3aMeHeHUs] HANpaBiIeHbl HAa OTPaHUYCHHE
TpPaHCIOPTa BUPYCa U €ro JIMMHUHAIUIO.

OnHako MOCTENEeHHO ObUIM HAKOIUICHBI (PAKTHI, CBUCTENbCTBYIOIINE O TOM,
YTO 3TH M3MEHEHMS HE 00eCIECUMBAIOT MOJHOW JIOKAIM3alUK BUpPYyCa B HEKPO3aX.
BupycHbie yacTuilsl ObLIM OOHAPYKEHBI B KIIETKAX, PACIIOIOKECHHBIX 3a TpeeiiaMu
Hekpo3oB [CmupHOBa, 1955; Hayashi, Matsui, 1965b; Martin, Gallet, 1966b; Milne,
1966 b,c; Shimomura, 1972; Allison, Shalla, 1974; Da Graca, Martin, 1976; Stobbs
et al., 1977; Ulmsbirs u ap., 1989; Hosokawa et al., 1989; Wright et al., 2000].

B.A. IlMeirnst ¢ cotp. [1989] mokazanu, 4To 3a mpeaenaMu HEKPO30B BUPYC
oOHapyxuBaeTcs B popme, HeMHPEKIMOHHOW B COKE, HO MMOTEHIUATBHO HH(DEKIH-
OHHOI1 ITPY TPAHCIUIAHTAIMU TKaHeH. OHU OOBSACHSIOT 3TO TEM, YTO B KIETKAX MEXK-
HEKPO3HOTO MPOCTPAHCTBA HE 00Pa3yIOTCs 3penble BUPYCHbIC YacTUIIBl. Bo3MoXkHO
U Ipyroe oObsICHEHHE 3TUX Pe3ysbTaToB. MOXKHO MPEINON0oKUTh, YTO 32 MPeeIibl



PacnpocmpareHue 8upycoe 1o pacmeHuro 79

HEKPO30B TPAHCIIOPTUPOBAIOCH OUYCHb HEOOJBIIOE YUCIO BUPYCHBIX YaCTHII, KOTO-
pble HE CIIOCOOHBI PENPOAYLUPOBATHCS U MPOSBUTH CBOIO MHPEKIIMOHHOCTH M3-3a
aKTUBAIMM 3alUTHBIX peaklyii, HapUMep, HAKOIUIEHUS! aHTUBHUPYCHBIX BELIECTB,
HO pa3MHOKAIOTCS B KOJIWYECTBAX, JOCTATOYHBIX Il OOHApYKEHUs, TIOCIIe TPaHC-
IJIaHTAIWH.

C momorpio paguoaBTorpaduu ObUIO IOKA3aHO, YTO BCKOPE MOCIE MEXaHHU-
YEeCKOM MHOKYIISILIUH JIUCTHEB HEOObIIas YaCTh BUPyCa PacpOCTPaHSIETCs CUCTEM-
HO KaK B UyBCTBUTEJIbHBIX, TAK U CBEPXUYBCTBUTEIBHBIX PACTEHUSIX. BBIIN BBIAB-
JICHBI LeJIbIe BUPYCHBIC YaCTHUIIBI B BEPXHUX HEMHOKYJIMPOBAHHBIX JINCTHIAX 000HMX
pacteHmii-xo3seB. [oMoreHarsl 3THX JHCTHEB 00Jajanu HEOONBIION MH(EKINOH-
HoCThIO. Pacnpenenenue Bupyca MO PacTeHUIO MOCIHE 3apakeHHs JIMCTHEB OBLIO
MIOXO)KE Ha paclpesie]IeHHe BUpPYCca, BBEJIEHHOTO HEMOCPEICTBEHHO B MPOBOSAILYIO
CUCTEMY 4epe3 uepelok aucta. OJJHaKo KaKk y 4yBCTBUTEIbHBIX, TAK U Y CBEpXUyBC-
TBUTEJIBHBIX PACTEHUH BUPYC, TPOHUKIINI B BEpXHNE HEMHOKYJINPOBAHHBIE JIUCThS,
HE BBI3BIBAJ 3apaxxeHus »TUX JuctheB [LLlymumnonsa u ap., 1978]. BepostHo, Bupyc,
MOMABIINI B MPOBOASIIYIO CUCTEMY MPU MEXaHWYECKON MHOKYISIIMK U Yepe3 4e-
pELIKH JUCTHEB, TPAHCIIOPTHPOBAJICS MO KcuineMe. CommacHO JIUTEepaTypHBIM JaH-
HBIM, BBIXOJI BUPYCa M3 KCUJIEMbI B TAPDCHXUMY JINCTHEB 3aKaHYMBACTCSI aOOPTHUBHOM
nH(pEKIMEH 1 He BhI3bIBACT 3apaxkeHus JUCTheB [Jlopoxos, 1985].

[Toka He sIcHO, KaKue MEXaHNU3Mbl, IOMUMO HEKPOTH3aLUU HHPHUIIUPOBAHHBIX
KJIIETOK, 00€CIeYrBaIOT JIOKAJTH3ALNIO BUPYCOB Y CBEPXUyBCTBUTEIBHBIX PACTCHUH.
Bo3mMoxHO, B TOKaIM3aluy BUPYCOB YUaCTBYIOT (peHOTaMUIbI, HAKATLTUBAIOIIHECS
B 3/I0POBBIX PacTeHUsIX Tabaka copra KcaHTH HK ¢ BO3pacTOM M B MHOKYJITUPOBaHHBIX
TucThsIX. B pacrenusix, pearupyroomux Ha 3apaxenue BTM cucteMHbIM HEKpO3OoM
0e3 ToKanu3anry Bupyca, heHoIaMu bl He HakariuBaiuck [Martin, Martin-Tanguy,
1981]. beuo mpennoxeno [van Loon, 1983], yto yBenuueHue cuHTE3a STUJICHA B
KJIETKaX, OKPY)KalOLIMX JOKaIbHbIe HEKpo3bl [van Loon, 1984], cmocoGcTByeT J10-
KaJgu3auuu BUpycoB. OJHAKO MOJTHOE MHIMOMPOBAaHUE CHHTE3a STHIICHA HE BIUS-
JIO HA Pa3BHTHE HEKPO30B y pACTEHHH COM, MOPa’KeHHBIX BUPYCOM HEKpo3a Tabaka
[Pennazio, Roggero, 1990]. Hckmouenue ynsrpadroaeToBoil 4acTH CHeKTpa Npu
OCBELICHUHN CBEPXUYBCTBUTEIBHBIX PACTCHUN Tabaka, MEXaHHYECKH HHOKYIUPO-
BaHHBIX BTM, npuBoauiio Kk CHCTEMHOMY PaclpOCTpPaHEHHIO BUpyCa U3 HEKPOTH-
3UPOBAHHBIX JINCTHEB. C MOMOIIBIO AJIEKTPOHHOTO MUKPOCKOIIA ObLITH 0OHAPYKEHBI
MIOJTHOpa3MEpPHbIE BUPYCHBIE YaCTHULbI B HEMHOKYJIMPOBAHHBIX YaCTSAX PacTEHUH.
[lepenoc pactenwuii uepes ABE HEACIH B yCIOBHUSI OOBIYHOTO OCBEICHUS MPUBOIMII K
OBICTPOI HEKPOTHU3ALUH 1 THOEIH pacTeHHid. CHCTEMHOE pacpoCTpaHEeHHE U XOPO-
1iee HaKoIUIeHHEe X-BHUpyca KapTodess Habmogalu B KpaiHe YCTOHUUBBIX K 3TOMY
BUpYCY pacTeHni kapTodest, ”HKyOMpOBaHHBIX IIPH OCBELICHUH 0e3 ynbTpaduosie-
ta [TpyouusiH, Okynos, 1989].

Takum 00pa3zoM, TaHHbBIE TUTEPATYPhl CBUACTEIHCTBYIOT O TOM, YTO B CBEPX-
YYBCTBUTENBHBIX PACTEHUSIX BUPYC MOXKET PaCIpOCTPAHATHCS OT KIETKU K KIIETKE
B T€UEHHE NEPBBIX YACOB IOCIIE 3apaKEeHUs TaK )K€, KaK B YyBCTBUTEJIbHBIX pacTe-
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Husx. [locne ¢popMupoBaHus TOKaJIbHBIX HEKPO30B TPAHCIIOPT BHpyCa OrpaHUYH-
BaeTca. BupycHble 4acTUIIBI OOHAPYKMBAIOTCS 3a MpeAeiaMu Hekpo3oB. [loka He
SICHO, KaK BUPYCHBIE YaCTHUI[bI IPOHUKAIOT B KJIETKH MEKHEKPO3HOTO MPOCTPaHCTBA
1 [IOYeMY HEe TPaHCIIOPTHPYIOTCS ajblie. Bo3MoXKHO, OHM 3HAYMTEIBHO ONepeka-
IOT OCHOBHYIO MacCy BHUPYCHBIX YaCTHIl M MX KOJIMYECTBA HE AOCTaTOYHO, YTOOBI
BbI3BaTh HEKPOTH3ALMIO KIETOK. B 3THX KJIeTKaX akTHBUPYIOTCS WM HHIYLUPYIOT-
Csl 3aLMTHBIE MPOLECCHI, TPUBOAALINE K 00Pa30BaHUIO AaHTUBUPYCHBIX BEIIECTB H
MOJIaBJIEHUIO BUPYCHOH penpoaykiuu. [1oaToMy B mpocTpaHCTBE MEXTy HEKpO3a-
MU BUPYC HE HaKalJIMBAaeTCs B KOJIMYECTBAX, JOCTATOYHBIX ISl JalbHEHIIero pac-
MIPOCTPaHEHUs U HEKPOTHU3allUH KIIETOK.

4.2.4. KpaliHe ycmolidueble pacmeHusi

Pacrenus xaprodens, uMeromne reH KpaiHeH yCTOMYMBOCTH K Y-BHPYCY
kaproens Ry HHKOIIA HE 3apaKalMCh CUCTEMHO BHPYCOM TDaBUPOBKHM Tabaka,
XOT$1 OH TPAHCIIOPTHPOBAJICA B PACTCHUSX, UyBCTBUTEIbHBIX K Y-BUPYCY KapTodes
[Hinrichs et al., 1997]. OxpammBanue KIETOK pacTeHUH KapTo(ens 4yBCTBUTEIb-
HOTO K Y-BUpYCY Kaprodens copra Quarta U KpaiiHe yCTOWYMBBIX K 3TOMY BHPYCY
coproB Bettina, Pirola, Ute, Forelle moka3zano, 4to B Te4eHHE HECKOJIBKUX CYTOK
[OCJIe MEXaHUUECKOTO 3apaskeHusl Y-BUPYC KapTo(elis OAMHAKOBO PacpoCTpaHsII-
Csl B COCEIHME KJICTKH SIHUIAEPMUCaA, HO HE 3apaxxall KIeTKH Me3oduiuia. TpaHcnopt
1 HaKOIUICHHE BHpYyca IPaBUPOBKHM Tabaka M Y-BHUpyca KapTodens mpeKkparainch
yepe3 7 cyT mociie MHOKYJISILUH, Koraa (popMUpOBaIuch HEKpo3bl. OHM CTaHOBU-
JIICh BUIUMBIMM KaK HEKPOTHYECKHE IIOJIOCKHM Ha KUJIKaX Ha WHOKYJIMPOBAHHOM
HWKHEW TOBEPXHOCTH JUCTOBOM ruiactuHku [Hinrichs et al., 1998]. JlokansHble
HEKpO3bl ObUIM OOHApPY>KEHbI y pacTeHUH KapTodens HEKOTOPbIX COPTOB, MMEIO-
IIUX TeH Ry u 3apakeHHBIX Y-BUpycoM Kaprodeis [Cockerham, 1970; Jones, 1990;
Barker, 1996]. He Obiio HaiiieHO MHPHUIIMPOBAHHBIX MEe30(DHIBHBIX KIETOK MOCIIE
3apayKeHUsl KpaiHe yCTOMYMBBIX K BUPYCY KPal4aTOCTH KHJIOK Tabaka pacTCHHM
tabaka, Torna kak npumepHo 60 % mMe30(UIbHBIX KIETOK BOCIPUMMYHMBOIO pacTe-
HUs-X0351MHA ObUTH 3apaxkeHsl [Gibb et al., 1989].

B kpaiiHe ycToH4MBBIX K BHUpPYCy IpaBUpOBKM Ta0aka pacTeHUsX Tabaka
copra V20 [Schaad, Carrington, 1996] u S. brevidens Phil. [Valkonen, Somersalo,
1996] TpaHcmopT 3TOr0 BUpPycCa B 3MUAECPMHUCE MIPOUCXOIUII B TEUEHUE 3 CYT MOCie
HHOKYJSILMU. B 10 Bpems kak B S. brevidens ycTOMUMBOCTb BbIpaXajlach B OIpaHuU-
YeHHH TpaHcropra Bupyca B mezodpmni [Valkonen, Somersalo, 1996], B pacrenunsx
tabaka copra V20 0J10KHpoOBaHUE AAJIBHETO TPAHCIIOPTa MPOUCXOANIIO, BOSMOXKHO,
13-3a HMHTUOWPOBAaHMS BXOJA WIJIM BBIXOZIa BUPYCa M3 CUTOBHIHBIX 3JIEMEHTOB, TOT-
Jla KaK BUPYC TPaHCIOPTUPOBAJICS B ME30(HILL, XOTS U B HE3HAYUTEIBHON CTEIICHH
[Schaad, Carrington, 1996].

Brlenenne npoToruiacToB U3 MeXaHMYECKH MHOKYJIUpoBaHHbIX BTM nwc-
ThEB PACTEHUN BUTHBI [OKA3aJI0, YTO TOJBKO OJUH mporomiacT u3 50-150 Teicsu
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MIPOTOILIACTOB COJAEPIKUT BUPYC. DTO COOTHOLIEHHE HE MEHSIOCH, €CJIU MPOTOI-
nacTel n3onupoBaiu B uHtepsaie 0-11 cyr mocne 3apaxkenus nauctheB [Sulzinski,
Zaitlin, 1982]. AHajoru4sble pe3yabTaTbl ObUIN MOMYYESHbI U P APYTHX KOMOHHA-
nusx BuUpyc-pactenue [Arroyo et al., 1996; Hinrichs et al., 1998]. Dtu nannsie cBu-
JETEIbCTBYIOT O TOM, YTO BHPYC PasMHOXKaJICsS TOJIBKO B MEPBUYHO MH(DUIUPOBAH-
HBIX KJIETKaX U HEe TPaHCIOPTUPOBAJICA 10 JIUCTY. B onbITax ¢ pacTeHUsAMHU MIIEHU-
upl, yctoiiunBeiMu K BTM u X-Bupycy kaprodens, OblJI0 TOKa3aHO, YTO CHHTE3 Te-
HoMHO# PHK 3THX BUpycOB IpOMCXOANT TOJBKO B IEPBUYHO 3aPAYKEHHBIX KIETKAX.
3a mpezenaMu 3THUX KIIETOK pa3BHBaeTCS aOOpTUBHAS MH(EKIHS, XapaKTepusyemas
CHHTE30M U TPAHCIIOPTOM IO PAaCTEHHUIO CyOreHOMHBIX BHpyccrneuupuunsix PHK
MIPOMEKYTOUHOTO pasMepa [Jopoxos u np., 1984a; Anexcanaposa u ap., 1985]. B
HaIIMX ONBITAX C BUPYCOM MO3aMKH COM U KpaifHE yCTONYMBBIMU K 3TOMY BHUPYCY
pacteHusiMu cou copta Dewamusume ObIT BBISIBICH TPAHCHIOPT BHPYCHOTO Oelka
o0oouku o pactenuto [Camouxwuii u ap., 2002, 2004].

MexaHu3mbl, 00ecleUrBaIOIIME OTPaHUUCHHE TPAHCIOPTa BUPYCHOTO WH-
(eKIMOHHOTO MaTepuaia B KpaiHe YCTOHUMBBIX PACTEHHSX MOKa HE W3BECTHBI.
beno nokazano, yto BTM oueHb IUIOXO HAKaIlIMBAJICS B JIMCThSIX PACTCHUN S4-
MEHsSI ¥ He BBI3bIBaJl CUMIITOMOB 3a0oneBanus. Ecnu oTi pactenus 3apaxaiun BTM
COBMECTHO C BUPYCOM I10JIOCATON MO3aWKH sIUMEHS WJIM BUPYCOM MO3auKH KOCTpa,
KOTOpBIE CUCTEMHO MOPAXKAIOT PACTEHUS SUMEHs, TO HaKoIuIeHue U TpaHcropt BTM
ycunuanuck [Hamilton, Dodds, 1970; Dodds, Hamilton, 1972; Hamilton, Nichols,
1977]. OnHako UcIoNb30BaHKME B KauecTBE BUpYcoB-nomMoiiHukoB BTM, Y-Bupyca
Kaprodens wim Bupyca aykyda MO3auKy IIPH COBMECTHOM 3apayKCHUH ¢ X-BUPYCOM
Kaprodens pacTeHui kapTodens, KpaiiHe yCTOWIHMBBIX K TIOCIEIHEMY, HE IIPUBEIIO K
HaKOIUICHHIO U TpaHcnopty atoro Bupyca [Dehley, 1974; Kosanenko, Illepbarenko,
1980 — uut. no Koanenko, 1983]. Ham [Canouxwuii u np., 2002, 2004] e ynamocs
nepeaaTh MH(EKLIHUIO ¢ KpailHe yCTOMYMBBIX paCTEHUH COM IIyTeM PEUHOKYIISLIUHN Ha
BOCIIPUHUMYMBBIE pacTeHHsl. Bo3M0OXHO, TpaHCIOPTHPOBAINCH HE BUPUOHEI, A TOJIb-
KO CTPYKTYPHBIH O€JIOK, HOMAaBIIUI B BEPXHHUE JIUCTHSI C TOKOM ACCUMUIISATOB, MJIH
WHQPEKITMOHHOCTh BAPMOHOB MaCKHPOBAIACh BUPYCHBIMUA HHTHOUTOPaMH, IPHCYTC-
TBYIOIIIMMHU B KJIETOYHOM COKe. BunnMo, co BpeMeHeM B JINCThAX 3TUX PacTEHUN
MIPOUCXOMIIA JECTPYKIUS BUPHOHOB, TaK Kak uepe3 4 HeJle! Nocye 3apakeHus BU-
pyc He oOHapyKHUBaJICSl B MH(HUIHUPOBAHHBIX JIUCThsIX. B KpaiiHe ycTOWYMBBIX pac-
TEHUSIX COU B OTIIMYHE OT UyBCTBUTEIbHBIX PACTEHUH COiep KaHNE U COCTaB KMCIIBIX
PR-0eKOB CyIIECTBEHHO HE MEHSUIMCH MOCJE 3apaKEHHs BHPYCOM MO3aWKH COH
[Camoukwuii u mp., 2004].



5. MONEKYNAPHbIE MEXAHU3MbI MHOYKLUN
3AWNTHbLIX PEAKUMX U NATOMEHE3A

YCToYMBOCTb pacTeHUH K ONPeIeJICHHBIM TATOT€HAM ONPEIEIAETCS YCIOBU-
SIMU BHEIIIHEH CpeJibl U B3aUMOJIEHCTBUEM KOMIIJIEMEHTAPHOM Mapbl TEHOB PACTEHU -
X0311Ha W TIAaTOTeHa, COOTBETCTBEHHO, T€Ha YCTOMYNBOCTH (R) M TeHa aBUPYJICHT-
HoctH (AVR) [Flor, 1947, 1956, 1971]. CnenuduaHOCTh MX B3aUMOICHCTBUS MIPE/-
IIOJIaraeT, YTO MPOIYKTHI SKCIIPECCHU 3THX TeHOB YYaCTBYIOT B PACIIO3HABAHHUH Pac-
TEHHEM IaTOTeHa C MOCIEAYIONINM aKTHBHPOBAHUEM CHUTHAIBHBIX MPOLECCOB IS
BKJTFOYCHHS 3aITUTHBIX PEAKITHIA.

5.1. BUpPYCHbIe «3aNUCUTOPbI»

OIMCUTOPBI — 3TO BEIIECTBA MUKPOOPTaHU3MOB, HHAYLUPYIOIINE Y pacCTeHUN
ycToitunBoCTh K matorenam [Keen, 1975]. [To3xe ObLIO MOKa3aHO, YTO JTUCUTOPHBI-
MU CBOMCTBaMH 00JIaIal0T HEKOTOPBIE HOHBI TSHKEJIBIX METAJIOB, Pa3THYHbIE HHTHU-
OuTOphl MeTabO0JIM3Ma, AaHTUOUOTUKH, TIECTHIIUIBI, YIBTPApUOICTOBOE 00JIyUeHUE,
OpPTaHMYECKUE KUCIIOTHI, OCJIKH, TOJTMEHOBBIE KUPHBIE KHCIIOTHI, OJIUTOCaXapuaHbIe
MPOIYKTHl THAPOJHM3a XHTUHA, |,3-B-IIIOKAHOB, NMEKTWHOBBIX BELIECTB U TI'€MH-
LEJUTFONIO3 KIIETOUHBIX CTEHOK MHUKPOOPTaHM3MOB M PAacTHTENbHBIX KieTok [Hahn
et al., 1981; JlpsxoB, 1983; Mibunckas, O3epenkoBckas, 1991; O3epenkoBckas u
Ip., 1993; OzepenkoBckas, 1994; Unpunckas u ap., 1996a,6; Kpusios u ap., 1996;
MakcumoB u ap., 1997; Unbunckas, O3eperkoBekas, 1998; Ilepexon u ap., 1998;
OzepenkoBckas, 2002].

B sTom pasnene onucansl Bupyckonupyemsie o6enku 1 PHK, ydacTtByromue B
WHAYKIWH TIaTOTeHe3a M yCJIOBHO Ha3BaHHBIC BUPYCHBIMHU «IIIHCUTOPAMUY.

ITo muenunto f. Banneprmnanka [1981] pe3ynbTar B3auMOAEHCTBUS pacTH-
TENBHBIX PELENTOPOB C BUPYCaMH ONpEAesseT peakluio PAaCTeHUs] Ha MOpakeHne
BHUpycoM. CoIIacHO €ro rUIoTe3e pacTeHNe U Mapa3uT UMEIOT FOMOJIOTMYHbIE TeHBI,
HazbIBaeMbI€ y pacTeHUIl reHaMu “‘BOCIIPUMMYHMBOCTH, @ y Mapa3uTa reHaMu “‘BH-
pyfieHTHOCTH”. BenKoBbie MPOAYKTHI THX TEHOB B Mpoliecce 3a00sieBaHus CIIOco0-
HBI COMOJIMMEPHU30BATHCS U PACTEHHE CTAHOBUTCS BOCIIPUUMYHUBBIM K 3apaKEHUIO.
Comnonumepu3anys OeTKOB B OMOJIOrMYECKOM HHTEPBAJIC TEMIIEPATYP TPEACTABISET
co0o# o0paTHMBI dHAOTEpMUYEcKui mporecc. [Ipy BEICOKMX Temmeparypax mpo-
UCXOAAT KOH(OPMAIMOHHBIE WU3MECHEHHsI OCIIKOBBIX MOJIEKYJ, pa3pbIBalOTCS BO-
JOpOIHbIE, TUCYIb(QHUIHBIE U APYTHe BHYTPEHHHE CBS3M B OCIKOBOW MOJIEKyJNe H
MOHOMEPBI HHAKTUBUPYIOTCA. TakuMm 00pa3om, B pe3yabrare NOBBIIICHUs TeMIIepa-
TYpBI OEJIKOBBIE MMPOILYKTHI TOMOJIOTUYHBIX T€HOB XO3sIMHA | Mapa3nuTa TEepstoT CIo-
COOHOCTH K COMOJIMMEPHU3AINN U PACTEHHSI CTAHOBATCSI YCTOWYMBBIMH K MATOTEHY.
OnHako npuMepsl, TPUBOANMBIC AaBTOPOM, CBHIETEIHCTBYIOT O TOM, YTO PacTEHHS,
yCTOWYMBEIE K TTaTOreHam (rpuObl v BUPYCHI) B mHTepBasie 15-25°C, craHOBSTCS BOC-
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MIPUMMYHUBBIMHU NTPH MOBBIIIEHNH TEMIIEPATypbl OKpysKkatoliei cpeast g0 25-28°C. To
ecThb HaOmoaeTcsl KapTUHA, OOpaTHasl TEOPETUUECKUM MPEIONOKEHUIMH. Y Tpa-
Ta pacTEHHUsSIMU CBOEH YCTOMYMBOCTH K IMAaTOr€HaM MPH MOBBIILICHUN TEMIIEPATyPhl
cpenst 0 28-30°C (Ipy KOTOPOW TOJILKO HAYMHACTCS WHAKTUBAIIMS OCIKOB) CBU-
JIETENbCTBYET O TOM, YTO UMEHHO B Pe3yJbTaTe B3aMMOJCHCTBUS (MOXET OBITH H
COMOJMMEPU3AUK) NPOAYKTOB I'eHa YCTOHUYMBOCTH PAacTEHUs] M T'€HOMA Tapa3uTa
MIPOMCXOJNT ‘‘y3HABaHHE pacTEHHEM IaTOreHa U BKIIOUCHUE 3alIUTHBIX PEaKIHi.

S1. Banpeprutank [1981] npeamonoxui, 4TO MpH BUPYCHBIX 3a00JeBaHM-
ax cyobenuanna PHK-permmkasbl, koqupyemas BUPYCOM, SIBISIETCS OEITKOM, yda-
CTBYIOILIUM B COTOJIMMEPU3ALIUH C pacTUTeNbHON cyobeauaneii PHK-perimkasb.
JeiicTBUTEnbHO UMEIOTCA AaHHBIE 0 ToM, uTo PHK-pernnnkasHblil KOMIIIEKC KIETOK
OOJILHBIX PACTEHUH COJEPKUT BUPYCHBIH 1 X031 cKuil komnoHeHThl [ Dawson, Lehto,
1990]. Omnaxo, 4ToOBI MOATBEPAUTH NpeanonokeHue 1. Banaepmnianka Hamo SKc-
MEPUMEHTAIBHO JI0Ka3aTh pa3inune MeKay coctaBoM U ctpoenreM PHK-pernukas,
00pasyrommxcst B POACTBEHHBIX PACTEHUSAX, KOTOphIe HEOIUHAKOBO pEarupyror Ha
3apaKeHHe OIHUM U TeM K€ BUPYCOM (HampuMep, pacTeHus Tadaka coproB Kcantu
u Kcantu vk nnmn Cameyn u Camcyn NN). ManosepositHO, uTo0b1 PHK-perumkassr
pasnuvagnch MEeKAy coOOW y 3TUX PAaCTCHHUH, a TaKKe y UCXOIHBIX UYBCTBHUTEIIb-
HBIX ¥ TPAHCTEHHBIX PACTCHUH CO BCTPOCHHBIM TeHOM N, CBEPXUYBCTBUTEIBHBIX K
BTM.

Bepostho, Bupycnas PHK-pernukasa yqacTByeT B MHIYKIIMK BUPYCHOTO Ta-
TOTeHe3a MHBIM 00pa3oM, yeM npeanonoxun 1. Baunepruiank. beuto nokazaHo, 4to
BTM-konupyemsiid 126 x/la 6eok accoumupyeTcsi ¢ XpOMaTHHOM CHUCTEMHO WH-
¢unMpoBaHHbIX pacTeHui Tabaka [van Telgen et al., 1985]. U3BecTHO, uTO 3TOT O€-
nok seisiercss PHK3aBucumori PHK nmonumepasoii [Zaitlin et al., 1973; Brishammar,
Juntti, 1974; Scalla et al., 1978]. Cuuraercs [van Loon, 1987], uro cBs3bIBasiCh
C XpPOMAaTHHOM, OH BJIMSET Ha €ro CTPYKTYpy M OIKCIPECCHUI0 TeHOMa pPacTCHUs-
xo3siuHa. [lomydeHsl JaHHbIe 00 y4acTHH BUPYCHBIX PEIUIMKA3 B MHAYKLIUH CHM-
nromoB 3a0oneBanus [Roossinck, Palukaitis, 1990; Weiland, Edwards, 1994; Bao et
al., 1996; Kashiwazaki, Hibino, 1996; Shintaku et al., 1996; Kim, Palukaitis, 1997,
Ozeki et al., 2006; Padmanabhan et al., 2005, 2006] 1 npeonosicHHH YCTOHYUBOCTH
pacTeHuii TomaroB, 00ycnosieHHol renom T, [Hamamoto et al., 1997]. Ten N o6e-
CIIEYMBACT CBEPXUYBCTBUTEIIFHYIO PEAKLUIO pacTeHHi Tabaka KO BCeM TOOaMOBH-
pycam, 3a uckimodenueM mramma Ob BTM [Tobias et al., 1982]. On omiuvaercs ot
apyrux mraMMoB BTM 1o cocTaBy aMMHOKHCIIOT B XEJIMKa3HOM JJOMEHE BUPYCHBIX
pemnkas [Padgett, Beachy, 1993; Padgett et al., 1997]. Dxcnpeccust XxenuKa3zHOTO
JIOMEHa B PacTEHUsIX ¢ TeHOM N HMHAYIHMPOBAlIa CBEPXUYBCTBHTEIBHYIO PEaKIHIO
[Abbink et al., 1998; Erickson et al., 1999]. B TpaHCreHHBIX pacTeHHUsIX Tabaka co-
pra Camcyn NN ¢ BctpoeHHbIM TeHOM perutnkassl u3 PHK 2 mtamma Fny Bupyca
OTYPEYHOM MO3auKH ObLIT OJIOKUPOBaH ONVKHUM TpaHCIIOPT 3TOro Bupyca [Ngueyen
et al., 1996].
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JpyruM BUPYCHBIM «3ITUCUTOPOM», B3aUMOACHUCTBYIOIINM C IPOAYKTOM I'eHa
YCTOWYMBOCTH U BBI3BIBAIOIINM 3aIIUTHBIC PEAKIIUH YCTOWYNBBIX PACTEHHH, MOKET
OBITH TpaHCTIOPTHBIHN Oenok. Tak, B pe3yasrare MmyTauuu rena BTM, koxupyromero
9TOT OEJIOK, YyBCTBUTENIbHAS Peaklys pacTeHuil N. sylvestris B OTBET Ha 3apaKeHUE
BTM wmensinack Ha cBepxuyBcTBUTENbHYIO [Kado, Knight, 1966]. [To3xe ananoruy-
HBIC JIAHHbIC OBUTH MOJYYEHBI B OMBITaX C Je(EKTHBIM MO TPAHCIOPTY MPHU MOBbI-
meHHoi Temneparype mrammoM Ni 2519 BTM, koraa B pesynbTare TOueuHON MyTa-
WY TIIMIMH B TparcrnopTHoM Oernke 30 k/la 3ameHsuicst apruHiHOM. Ecin ncxoaHbIi
LITaMM BBI3BIBAJI CUCTEMHYIO PEaKIHIO Y pacTeHuil N. sylvestris, TO MyTaHT HHIY-
LUpOBajl 00pazoBaHue JIOKaIbHBIX HEKpo3oB [Taliansky et al., 1982a]. 3mopoBrie
TpaHCTeHHbIE pacTeHus Tabaka copra KcanTu HK, skcnipeccupytromue oenok 30 x/la,
He (OPMHPOBAIN JIOKATBHBIX HEKPO30B, HO mocie 3apakenus BTM, numeHHbIM
reHa TPaHCIIOPTHOTO OeJKa, pa3BHBaIach CBEpXUyBCTBUTEIbHAS peakuus [Deom et
al., 1991]. B TpaHcreHHbIX pacTeHHsIX Tabaka, KOTOpPbIE MPOAYIHPOBAIN HE(PYHK-
LUOHAIBHBIN TpaHcnopTHeIN O6enok BTM, ypoBeHb HakOIUIEHUS BUpyca ObLT HUKE,
4YeM B PaCTCHUSIX, SKCIIPECCUPYIOIINX HOpMabHbIHM Oenok [Malyshenko et al., 1993;
Cooper et al., 1995]. Bruto mokazaHo, YTO T€H BUpPyca KApIUKOBOW KYyCTHUCTOCTH
TOMaroB, KOIUPYIOUIMH TPaHCIIOPTHBIM OeJ0K, HeoOXonuM i 00pa3oBaHUs JO-
KaJIbHBIX HEKPO30B y pactenuil N. glutinosa u N. edwardsonii Christie & D.W. Hall
[Scholthof et al., 1995]. Pactenus N. benthamiana B OTBET Ha 3apaskeHHE MyTaHTOM
BHpYyCa MO3aUKH KOCTPa, y KOTOPOTO BaJIMH B OJIOKEHUU 266 TPaHCIIOPTHOTO OejKa
OBLT 3aMEHEH M30JEHIIMHOM, pearupoBaii 00pa3oBaHHEM MPHKUIKOBOIO HEKpO3a,
TOrJa KaK UCXOAHBIA BUPYC HE BBI3bIBAJ CUMNITOMOB 3a0oseBanus [Rao, Grantham,
1995a]. llltamm Ltbl BTM (otnuuaercst oT ucxomHoro mramma L nByms 3ameHamu
B TeHe, konupyromem 6enok 30 K/{a) xopoio pazMHOKaICs B pacTEHHAX TOMATOB C
reHoM 7m-2 (TeH OTBETCTBEHHBIN 3a CBEPXUYBCTBUTEIBHYIO PEAKIIUIO PACTEHUH TO-
MatoB kK BTM) B omiinuume ot ucxoanoro mramma L [Meshi et al., 1989]. Tpancnopt-
HBII OestoK X-BUpyca KapToQesl BEI3bIBAI CBEPXUYBCTBUTEIBHYIO THOEIb KIETOK Y
pacrenwuii kaptodeins c renom Nb [Malcuit et al., 1999].

Wmerotest naHHbIe, CBUACTEIBCTBYIOMINE O TOM, YTO U OSJIOK 000JIOUKU BUPY-
COB Y4aCTBYeT B MHAYKIMH CUMITOMOB 3a00j1eBaHMsl. B ombITax ¢ TpaHCTeHHBIMH
pacTeHHsIMU CO BCTPOSHHBIM TeHOM Oeska 000104k BTM 1 o n3MeHeHuto cTpykK-
Typbl 1 aMUHOKHCIIOTHOTO COCTaBa 0enka 000I0UKY ObIIO0 MOKa3aHO yYacTHUE STOTO
OeJKa B MHUIMALMH CBEPXUYBCTBHUTEIBHONW PEaKIMU y pacTeHHH Tabaka ¢ TeHOM
N’, UI3MECHEHNH CUMIITOMOB 3a00JIEBaHMS M YPOBHSI HAKOTJICHHS BUPYCa Y YYBCTBH-
TeJbHBIX pacTeHui Tabaka [Abel et al., 1986; Nelson et al., 1987; Knorr, Dawson,
1988; Culver, Dawson, 1989a,b, 1991; Saito et al., 1989; Wisniewski et al., 1990;
Pfitzner, Pfitzner, 1992; Culver et al., 1994; Banerjee et al., 1995; Taraporewala,
Culver, 1996]. Myrantet BTM, He criocOOHBIE CHHTE3UPOBATh OEIOK 000JIOUKH, HE
BBI3BIBAIM CUMIITOMOB 3a00JI€BaHMsI y UyBCTBUTENBHBIX pacTeHuil Tabaka [Sarkar,
Smitamana, 1981; Dawson et al., 1988]. Toueunas myraius B reHe 6eKa 000JI0UKH
y BUpyCa MOPIIMHUCTOCTH TypHETICca TaKKe BIIUSIIA Ha MIPOSIBICHUE CUMIITOMOB 3a-
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OoneBanus y pactenuit N. benthamiana [Heaton et al., 1991], a y BupycoB Mo3auku
JIOLIEpHBI M OT'YPLOB CKa3blBajach HA CUMITOMax y pacTeHuil Tabaka [Neeleman
et al., 1991; Shintaku, 1991; Shintaku et al., 1992; Suzuki et al., 1995]. 3apaxxenue
PHK Bupyca mo3anku KocTpa ¢ JielequsiMU B TeHe Oelika 000JI04YKH WHAYIIHPOBAIIO
CBEpX4yBCTBUTENBHYIO peakuuto y pactenuid Ch. quinoa [Rao, Grantham, 1995b].
3aMeHa TPEOHWHA Ha JIM3HMH B No3uliuu 122 B Oenke 00004KH X-BUpyca KapTo-
(e mo3BOMISIIA HOBOMY IITAaMMY MOpaKaTh pacTeHHs KapTodensi, 00aanaromunx
reHoMm yctoiuuBoctd Rx/ [Goulden et al., 1993]. YcraHoBieHO, YTO B 3aBUCUMO-
CTH OT THIIAa CTPOCHHMs Oesika 000JIOUKH ITaMMbl X-BUpyca KapTodensi MOTYT BbI-
3bIBaTh KPAaHHIOIO YCTOMYMBOCTH, CBEPXUYBCTBUTEIBHYIO PEAKINIO WM CHCTEMHO
nopaxars pactenus kaprodeinss [Bendahmane et al., 1995; Santa Cruz, Baulcombe,
1995]. Bbiio moka3aHo, YTO YCTOWYMBOCTh K TOOAMOBUpYCAM Yy pacTeHUil mepiia,
KOHTPOJIUpy€EMas T€HOM L, , akTMBMPYETCsl KallCHIHbIM Oenkom [Matsumoto et al.,
2008]. Y 3710pOBBIX TPAaHCI'CHHBIX pacTeHUU A. thaliana sxcupeccus BCTPOSHHOTO
reHa Oenka 00OJIOUYKHM BUpPYCa MO3AMKH [[BETHOW KalyCThl PUBOAMIIA K PA3BUTHIO
CHMIITOMOB (3aJIep>KKa pOCTa U XJIOPO3 JINCTHEB), HOXOKUX Ha CUMIITOMBI 3a00J1eBa-
Hus [Cecchini et al., 1997].

B pa3zButun cumMntoMoB 3a00JieBaHKsI MOTYT y4acTBOBaTh careuTHeie PHK
— "ebonpume Monexynsl PHK, pernmniupyromumecs: B pacTeHUsIX COBMECTHO € OIpe-
JIeTICHHBIM BUPYCOM M BIUSIOIIME Ha CUMIITOMBI, MHIyIIMPOBAHHBIC STHM BUPYCOM
[Francki, 1985]. TpaHcreHHBIC pacTEHUsI TOMATOB, IKCIPECCUPYIOIINE HEKPOTCHHY IO
carennutHyto PHK Bupyca orypeuHoit Mmo3auku, He (OpMUPOBAIM CUMIITOMOB 3a-
OoJieBaHMs1, HO TOCIIE 3aPasKeHUs] STUM BUPYCOM 0€3 caTeIuTa pa3BUBAaJICs CHCTEM-
HbIi HeKpo3 [McGarvey et al., 1990]. 3a 0Opa3oBaHue CUCTEMHOTO HEKPO3a B pacte-
HUSIX TOMaToOB OTBETCTBEHHBI HYKJICOTH bl HA 3’-KOHIIE, a 38 MHYKINIO MO3aHYHBIX
CHUMIITOMOB y PacTeHUH Tabaka U XJIOpO3a y TOMAaroB — HYKJICOTHJIbI Ha 5’-KOHIIE
carennmutHoli PHK Bupyca orypeunoii mozauku [Devic et al., 1989, 1990; Kurath,
Palukaitis, 1989]. OgnocnupansHast (ss) koiblesas careinutHas JJHK, accorumpo-
BaHHas ¢ n3osAToM Y 10 KuTalickoro BUpyca *enTol Kyp4aBOCTH JIUCTHEB TOMATOB,
ydacTBOBaJia B (DOPMHUPOBAHMH CUMIITOMOB 3a0oneBanus [ Tao, Zhou, 2004].

Takum 0O6pa3om, NpUBEICHHBIE JaHHBIE CBUCTENBCTBYIOT O TOM, YTO BCE BHU-
pycKonupyeMble OEKH MOTYT Y4aCcTBOBAaTh B Pa3BUTHH MAaTOTCHE3a Y PACTCHUH Kak
AITUCHUTOPBI.

5.2. BupyccneuuduyHbie peuentopbl

YCcToWYMBOCTh MM BOCHPUMMYHMBOCTH PACTEHUH K 3apa)KEHUIO BHPYCaAMH
MOTYT OBbITb O0YCIIOBJICHbI IPUCYTCTBUEM y PACTCHUN BUPYCHBIX PELIEITOPOB, OCY-
LIECTBISIONINX y3HABaHUE M cliequ(UIHOE CBSI3bIBAHME BUPHOHOB. {51 BUPYCOB
OakTepuii, )KUBOTHBIX U YEJIOBEKA XapaKTEePHA BBICOKAs CIELM(PUIHOCTD B3aHMO-
JeCTBUS IPH KOHTAKTe BUpYyca C KJIETKOW. Eciu kiieTka He MOXXeT aacopOrpoBaTh
BUPYCHBIE YacTHUIIbI, TO OHa He 3apaxaercs. CneunpruuHOCTh IEPBUYHOIO B3aUMO-
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JeiicTBYSI, 00eCIICUeHHAs! HAIMYHMEM y KJIETOK BUPYCHBIX PELEITOPOB, ONpPEeseT
KpYT BOCIIPUMMUUBBIX K BUpycCy Xo3seB [Jlypusd, Hapnemn, 1970].

Ha BO3MOXHOCTB CyIIIECTBOBAaHUS Y paCTEHUI BUPYCHBIX PELENTOPOB YKa3bl-
BalOT pabOoTBhI, B KOTOPBIX OBIJIO MOKa3aHO, YTO MPH 3apaKeHUHN JHCTHEB B TeueHue 10
MUH IIOCJIE€ UX MOBPEXKIEHUS YHCIIO0 HEKPO30B YBEINUMBAETCS, yMEHBIIAETCS WU HE
MEHSIETCS B 3aBUCUMOCTH OT KoMOnHanuu Bupyc-pacrenue [Jedlinski, 1956, 1964]. Y
pacrenuii N. glutinosa ¢ yBennueHUEM BPEMEHN OT MOMEHTA MOBPEKACHUS JIHCTHEB
JI0 TIOTpY’KeHHsI UX B HHOKymoM ¢ BTM ymMmeHbIanocs urcio Hekpo3oB [Allington,
Laird, 1954a,b]. Bbuto ycTaHoBIEHO, 4TO MPOIOIKUTENLHOCTD )KU3HU UyBCTBUTEIb-
HbIX K BTM HH()EKIMOHHBIX MECT B JIUCTBSIX 3TUX PACTCHUH COCTABISIET IPHUMEPHO
20 cek M TOJIBbKO HEKOTOPHIE U3 HUX COXPAHSIIN CBOK UyBCTBUTEIBHOCTH B TEUEHUE
HecKosbKkuX MUHYT [Furumoto, Wildman, 1963]. Bupychble penentopsl pacTeHHi
OBICTPO MHAKTUBUPOBAINCH [P HArPEBaHUH, TOI/Ia Kak MHTaKTHBIH BTM 1 nndek-
nuonHas PHK BTM ocTaBanucek cTaOMIBHBIMU B 3TOM HHTEpBaJie TeMiepatryp [Wu,
Rappaport, 1961]. ABTOpbI MPEANONOKNIN, YTO TEMJIOBas MHAKTHUBAIUS BbI3BaHA
JieHaTypanuel OeTKOBOMOJOOHBIX BEIECTB PACTUTENBHBIX KICTOK, YUACTBYIOIIUX B
HayalbHBIX dTanax HHPEKIHOHHOTO Tpoiecca. O6paboTka IMCTHEB CBEPXUyBCTBHU-
TENBHBIX pacTeHuid Tabaka U (acoyu JETepreHTaMu 10 WM BO BpPEMs 3apa)KCHUs
BTM yMeHbIIana 4nucio HEKPO30B, MPUYEM 3TOT (JEHOMEH HE CBS3aH C JIeHCTBU-
€M JICTEPreHTOB Ha BUpYCHBIC yacTuilbl [Taniguchi, 1976; FOnakoBa, TanamkuHa,
1989]. O6paboTKa TMCTHEB CBEPXUYBCTBUTENILHBIX pacTeHni Tabaka 0,5 M pacTBo-
poM maHHMTa Iipu 25° C, a 3aTeM JUCTUIUIMPOBaHHON B0 npH 2° C («XOM0 HBIN
OCMOTHYECKHH IIOK») cpasy mocie 3apaxeHuss BTM MmoiaHOCTBIO MpeaoTBpalnana
oOpa3oBanue Hekpo3oB [Kasamo, Shimomura, 1982]. U3BecTHO, 4TO JETEPreHTHI
U «XOJIOAHBI OCMOTHYECKHIA [IOK» BBI3BIBAIOT OTLICTIIICHUE OCIIKOBBIX MOJIEKYJ OT
IUIa3MaJIeMMBbl, CHIDKasl MPH 3TOM TOTIIOTUTEIBHYIO CIIOCOOHOCTH PACTHUTENBHBIX
kietok [Amar, Reinhold, 1973; Rubinstein et al., 1977; Imaseki, Watanabe, 1978;
Kasamo, Shimomura, 1981].

B nacrosiee BpeMst mpupoaa, JOKaIU3alusl 1 MEXaHU3M JIeHCTBUSI BUPYCO-
creunpUUeCcKUX PEelenToOpoB y PAacTeHUI MOKa MOJIHOCTHIO HE yCTaHOBJIEeHbI. Ha
OCHOBAHUH JIaHHBIX, TOJTYYECHHBIX B OIBITaX ¢ OaKTeprodaraMu 1 BUPYCaMH KUBOT-
ueix [Jlypus, Hapuemnn, 1970], Obiio Beickazano npeanonoxkenue [Atabekov, 1975],
YTO CBSI3bIBaHUE (DUTOBUPYCOB OOYCIIOBICHO B3aMMOJCHCTBHEM KOMILIEMEHTap-
HBIX YYacTKOB KJIIETOK M Oeika 000JI0uKd BUPHOHOB. Ha 3T0 ykasbiBaeT mHTEp(e-
PEHIIUST MEXY BUPYCHBIMH YaCTULIAMH M TOMOJIOTUYHBIM CTPYKTYPHBIM OCITKOM U
OTCYTCTBHE UHTEP(EpEHIIH MEXY BUPMOHAMH U ACIPOTEHHU3UPOBAHHOMN BUPYC-
not PHK, a Taxke mexxay pasusimu Bupycamu [Santilli et al., 1961; Wu, Hudson,
1963; Holoubek, 1964; Novikov, Atabekov, 1970; Atabekov, 1971, 1975; Sherwood,
Fulton, 1982]. Pactenus Zea mays L. u Hordeum vulgare L. Obli 4yBCTBUTENBHBI K
BHUPYCY MO3aUKH sTUMEHS, HO yCTOHUNBEI K 3apaxkeHuto BTM u PHK Bupyca mozan-
KH sTYMEHsI, ojieToi OenkoM obosouku BTM [Atabekov, 1975]. TpaHncrennsie pac-
TeHust Tabaka, SIKCIpeccupylomue 0enoK 000JI0UYKH BUPYca MO3auKH JIIOLEPHBI HITH
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BTM, ObutH O0Jiee yCTOHYHBBI K 3apaKCHUIO BUPYCOM IO CPABHEHUIO C UCXOAHBIMHU
pactenusimu, Ho He ero PHK [Nelson et al., 1987; van Dun et al., 1987, 1988]. Ana-
JIOTUYHBIC PE3yIbTaThl OBUIM TOJIYYCHBI B OIBITaX C M30JIMPOBAHHBIMU MPOTOILIA-
cramu [Register, Beachy, 1988]. CHimkenue skcnipeccun Oenka obomouku BTM B
TPAHCTEHHBIX PACTEHUSIX Ta0aKa CHUKAJIO UX YCTOWYHBOCTD K 3apa)KCHUIO TUM BU-
pycom [Nejidat, Beachy, 1989]. Eciu ucxomHbie pacTeHus U TPAaHCTCHHBIE PACTCHUS
Tabaka, 3Kcrpeccupyroiue oemok obonouku BTM, onnnakoBo Hakarmueaiun BTM
B JMCThAX, nHOKynupoBaHHbIX PHK BTM, To y TpaHCreHHBIX pacTeHHM 3aMesis-
JIOCh Pa3BUTHE CUMIITOMOB M CHHXKAJIOCh COJCPKAHUE BUPYCa B BEPXHHUX JIUCTHSIX
[Wisniewski et al., 1990]. bbuto BbIIe/ieHO BEIIECTBO (110 XMMUYECKOMY COCTaBY
JIUTIOKapOOTHIpaT), crocoOHoe 00pa3oBbIBaTh KoMmIuiekchl ¢ BTM u cBsi3aHHOE
¢ OeJIKOM, BXOISIIMM B COCTaB IlIa3MajeMMbl KieTok Tadaka [Kiho, Shimomura,
1976]. CtpykTypHBIil 070K BUpyCa KpamyaToCTH TBO3JMKH B3aUMOJICHCTBOBAN C
MoHocaxapuaamu (D-mimroko30ii u D-MaHHO301), KOTOpBIE, 110 MHEHHIO aBTOPOB
[boiiko u ap., 1993], MOryT BXOIUTH B COCTaB KJIETOUHBIX PELEITOPOB, CBA3BIBAIO-
IIUX BUPYCHBIC YACTHIIBI.

[Ipenmonaraercs, 4To y pacTeHUH B MpOIECCaxX paclo3HABaHUS “‘CBOEro” W
“qyK0ro” MPUHUMAIOT YYaCcTHE JIEKTUHBI — OCJIKH, CIIOCOOHBIC U30UPATEIILHO U 00-
patuMo cBs3bIBaThes ¢ yreBogamu [JIynmk u ap., 1981]. Jlektunsl HaxoasTcs Ha
MMOBEPXHOCTH KIJICTOYHOM CTEHKH M TJIa3MaJIeMMBI, a TAKXKe B IIUTOILIa3Me. OHU CIo-
COOHBI PacIio3HABaTh B TIIMKOKOHBIOTaTax, PacoJIOKEHHBIX Ha TIOBEPXHOCTH KJle-
TOK TIAPa3UTOB WU CEKPETUPOBAHHBIX B KJICTKY U MEXKKIIETOYHOE TPOCTPAHCTBO,
OTIPEJICIICHHBIC MOHO- MJIH OJIMTOCAaXapH/Ibl U BhI3bIBATh H3MEHEHUS B META00IM3ME
PaCTeHHUS-XO035IMHA, TIPUBOAIINE K PA3BUTHIO ycToWuuBoCcTH. Kpome Toro, JIeKTH-
HbI MOTYT IPSIMO Y4aCTBOBATH B 3aIl[UTE PACTCHUH OT NMATOT€HOB, HETIOCPEICTBCHHO
nHaktuBupys ux [Albersheim, Darvil, 1985; Jlrooumosa, CanibkoBa, 1988].

Posb GenkoBO-YIJIEBOHOTO B3aUMOJICHCTBHS B PACcIO3HABAHUH TATOTCHOB H
Pa3BUTUU YCTOWYMBOCTH PACTCHHI XOPOIIO pa3paboTaHa s TpUOOB M OakTepuit
[Albersheim, Darvil, 1985; Goodman et al., 1986; Jlrobumosa, CanbkoBa, 1988;
Wneunckas, OzepenuxoBckas, 1991; Knogge, 1996]. OnHako BUPYCHI WIIK HE UMEIOT
B COCTaBe CBOCH OOOJIOYKHU YIVIEBOJOB WM WX YIVICBOABI HE B3aMMOJEHCTBYIOT C
nextuHamu pactenuii [Adam et al., 1987]. A.I'. Koanenko [ 1993 ] npeaoxu runo-
Te3y, COMIAaCHO KOTOPOH y CBePX4yBCTBUTEIBHBIX PACTCHUN y3HABAHKE BUPYyCa MPO-
HCXOJIUT HE B MOMEHT €T0 KOHTaKTa C paCTEHUEM, a ITOCJIe 00pa30BaHUs B MIPOIECCE
PENPOIYKITUH BUPYCOCTICU(PUISCKOTO OSITKOBOTO (hakTopa. ITOT (HaKTOp B3aUMO-
JICHCTBYET C KJIICTOYHBIM F'€HOMOM U aKTUBUPYET CHHTE3 ()epPMEHTA, KaTallu3UpyIo-
mero o0pa3oBaHUE aHOMAJIbHBIX TITHKOMONMUMEpPOB. OHHM CIIOCOOHBI CBSI3BIBATHCS C
YIIIEBOJICTICIIM(PHYHBIM PEIEHTOPOM (BO3MOXKHO, UMEIOIINM JICKTUHOBYIO HITH YIJIe-
BOJIHYFO TIPUPOJTY ) U HHUIIUUPYIOT TEM CaMbIM CBEPXYYBCTBUTEIIBHYIO PEAKIIHIO.
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5.3. MpoAayKTbl 3KCNpPeccumn reHoB YCTOMYMBOCTU pacTeHUNn

Okcnpeccuss R TEHOB JOJDKHA MPOUCXOIUTH MOCTOSIHHO, YTOOBI pacTeHUe
OBUIO TOTOBO K arake maroreHa. bomee Toro, ObUIO MOKa3aHO, YTO 3apa)KCHUE HE
BJIMAJIO Ha 3Kcnpeccuro rera L6 y pactenuit nbHa [Ellis et al., 1997], Tabaunoro
rera N [Dinesh-Kumar, Baker, 2000], rena RpI-D y pactenuii kykypy3sl [Collins
etal., 1999] u rena Pi-fa y pactenuii puca [Bryan et al., 2000]. Ognaxo noz»xe Ob110
ycraHosieHo [Levy et al., 2004], 4To B cBepXuyBCTBUTEIBHBIX PACTCHUIX Tabaka
nocne 3apaxxenusi BTM yBennunBaercs oOpazoBanue nPHK, kogupyemoii renom N.
[Tpuyem npoucxoanso HakomieHue IByX TpanckpunToB reHa N: N(S) u N(L). N(S)
KOJIUpOBaJT MOTHOpa3MepHbiii N-Oeiok, a N(L) — ykopoueHHbIH OCJIOK, JTHIICHHBIN
LRR-pernona. Copepkanne 3TUX TPAaHCKPUIITOB YBEIMUUBAIOCH U NP HKCIIPECCUI
BCTPOEGHHOTO Tr'eHa XenukasHoro nomena (50 x/a) permkassl BTM. Tpanckpur-
Tl HakaruBaiuch npu 20°C, Ho He npu 30°C (pu 3Toi Temmeparype CBEpXUyB-
CTBUTEJIbHAS peakius He pa3BuBaiack) [ Takabatake et al., 2006]. Kpome Toro, skc-
npeccus reHa Xal, o0ecreunBaoIero ycToiYuBOCTh pacTeHU prca K OaKTepHsiM
Xanthomonas oryzae pv. oryzae, MHIyIUPOBaJIach TOJIBKO MOCIE MHOUIUPOBAHUS
[Yoshimura et al., 1998].

B nacrosiiee Bpemst yxke kinonuposano okoiio 40 R renos [Chisholm et al.,
2006]. Oun obecreunBarOT yCTOWYMBOCTh PACTEHUH K BHpYCaM, OaKTepusiM, rpu-
0aM, oomMHIIeTaM, HACEKOMBIM U HemaroaaM. OKa3anoch, 4To OENKOBBIE MPOIYKTHI
JKCIpeccruu R FeHOB CXOKH IO CBOEH CTPYKTYpe U COJEepKaT HECKOJIBKO JTOMEHOB.
Tak, nanpumep, ren N y pactenuit Tabaka [Whitham et al., 1994], ren L6 y pacre-
Hult npHa [Lawrence et al., 1995] u rensl pactenust 4. thaliana RPS2 [Bent et al.,
1994; Mindrinos et al., 1994], RPM1 [Grant et al., 1995], RPP5 [Parker et al., 1997]
KOJTUPYIOT OCJIKH, COMepIKalllie HyKIeoTHaACBs3bIBatomuii caiit (NBS) u moBTopsl,
oorareie neiinmaoM (LRR). Ot R Genku, mMo-BHIUMOMY, JIOKQJIU30BaHbI B I[UTO-
iasMe U 00ecreYnBalT yCTOWYMBOCTh K BUpycaM, TpubaM U OakTepusim, COOT-
BercTBeHHO. ['eHbl N, L6 u RPP)5 Bxonar B coctas cyokinacca NBS-LRR renos, mpo-
JOYKTBI 9KCIIPECCUH KOTOPBIX cofepKaT OonbLIoi JoMeH Ha N-KoHIe. DTOT JOMEH
(TIR) cTpyKTYpHO OXOK Ha IUTOTIIa3MaTHUECKUI CUTHANBHBIHN joMeH Oenka Toll y
JPpO30(HII U perienTopa uHTepielikuna-1 y muekonuraronux [ Whitham et al., 1994;
Lawrence et al., 1995]. Cuuraetcs [Kuno, Matsushima, 1994; Morisato, Anderson,
1995], uro 5T nBa OenKa aKTUBUPYIOT BEIECTBA, BIMSIOUIME HA TPAHCKPUIIIIHIO
TeHOB B TKaHAX KHBOTHBIX. BO3MOXHO, MPOAYKTHI SKCIIPECCUU PACTUTENBHBIX R Te-
HOB JICHCTBYIOT aHAJIOTUYHBIM 00pa3om [Bent, 1996]. 3BecTeH elie oluH aHTUBU-
pycHbIit R ren, Bxogsamuii B cyoknace TIR-NBS-LRR. Dto xapTodenbshsiii ren Y1,
o0ecreunBaroIni ycToWunBOCTh K Y-BUpycy Kaprodens. On Ha 57 % uaeHTHYCH
reny N [Vidal et al., 2002].

Jpyrue KITOHUPOBaHHBIE K HACTOSIIIEMY BPEMEHU aHTUBUPYCHBIE R TeHBI TaK-
ke BXomAaT B coctaB kiacca NBS-LRR, Ho BMecto nmomena TIR onm nHa N-konie
HMMEIOT y4acTOK CIHUpanbHO cBepHYyToU crimpaiu (a coiled-coiled domain). B cy0-
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knacc CC-NBS-LRR BxogsT ciemyroniye reHsl: 1Ba KapTogenbHbIX rena (Rx/,
Rx2), oTBeTCTBEHHBIE 32 KPAHHIO YCTOHUMBOCTh K X-BUpycy kapTodesns [Bendah-
mane et al., 1999, 2000], TomarHsbIif TeH Sw-5, 00eCIIEYMBAIOINNN YCTOHYUBOCTh K
BUpYCY MATHUCTOTO yBsifanusi TomatoB [ Brommonschenkel et al., 2000], TomarHble
reHbl Tm v Tm?, KOHTPONUPYIOLIKE YCTOHYMBOCTh K BUPYCY MO3auKK ToMaToB [Lan-
fermeijer et al., 2003], nBa rena pacrenuit A. thaliana (HRT, RCYI), oTBedaromue
3a yCTOWYMBOCTD K BUPYCY MOPIIMHUCTOCTH TypHEIICA U KEITOMY IITaMMy BUpyca
orypeuHoii Mo3auku, coorBerctBeHHo [Cooley et al., 2000; Takahashi et al., 2002].
YeToWYuBOCTh, 00YCIOBICHHAS TeHOM Tm, KOTODPBIH ABISIETCS ajieneM reaa Tm?,
MIPEOI0IeBACTCS HEKOTOPBIMH IITAMMaMH BUpyca Mo3auku TomaroB [Lanfermeijer
et al., 2003]. Tenst HRT u RCY] annenwbubl reHy RPPS, xotopblii o0ecrieunBaet
yCTOMUMBOCTH pactenuil A. thaliana k rpudy Peronospora parasitica [McDowell et
al., 1998; Cooley et al., 2000]. I'en RCY1 Ha 92,1 % 1 Ha 91,3 % rOMOJIOTHYCH reHaM
HRTw RPPS, coorBercTBenHo [ Takahashi et al., 2002]. CiienoBatenbHO, TpH ajlielis
OIHOTO TeHa 00eCIeYNBaIOT YCTOMYMBOCTD K TPEM Pa3IMYHBIM [TATOTCHAM.
[IponykThl sKCcTIpeccuu reHoB ycrouuBocTH K rpubam Cf-9 [Jones et al.,
1994] u Cf-2 [Dixon et al., 1996] y pacTeHuii TOMaToOB Tak:Ke MMEIOT MOBTOPHI, 00-
rarple JeHIIMHOM, HO IPUKPEIICHBI OHM, 10 MHEHHUIO aBTOPOB, K I1azmManemMme. [ en
Pto, xouTpONMpYIOUMHA YCTOHUYNBOCTh PACTEHUH TOMATOB K OaKTEpUsIM, KOAUPYET
CEPUH/TPEOHUHOBYIO MpoTenHKrHa3y [Martin et al., 1993], Ho aust ee neiicTBus Kak
pojaykTa R reHa HeoOXOAMM IIUTO30JIbHBIN OSJI0K, COIePIKAIIi TOBTOPBI, OOTaThIe
neinuaoM [Salmeron et al., 1996]. I'en Xa21, oTBeTCTBEHHBIN 32 YCTOMYMBOCTH pac-
TEHHU puca K OaKTepusiM, KOTUPYET OEJOK, colepKalliii BHEKIETOYHBIH OBTOPEI,
Oorarble JCUIIMHOM, TOMEH, CBSI3aHHBIM C MEMOPaHO, 1 BHYTPUKIICTOUHBIN TOMEH,
00NaIaloIni CEepUH/TPEOHUH MPOTEMHKUHA3HON aKTUBHOCTBIO [Song et al., 1995].
JlomeH Oenka, cojiepKaiuii MOBTOPkI, OOTraThie JCHIIMHOM, OTBETCTBEHEH 32
cBsi3bIBaHMe Oeika ¢ Oenkom [Kobe, Deisenhofer, 1994; Jones, Jones, 1996], To ecTh
OTBeUaeT 3a pacrno3HaBaHue narorena. OHAKO B pacrio3HaBaHUU YYacTBYIOT U JIpy-
rue nomensl [[Hampaii, 2003]. TlpoTeMHKMHA3HBIA TOMEH y4yacTBYyeT B pocdopu-
nmpoBanuu 6e1koB [Zhou et al., 1995]. HykieoTuacszpiBalonuii 1oMeH y4yacTByeT
B PETYISIIUHN SKCIPECCHH 3alIMUTHBIX TEHOB M TEM CaMbIM B Pa3BUTHU 3alIMTHBIX
peakiuii pactenus npotus natorena [Bent, 1996]. beuio ycTaHOBIICHO, YTO HYKIICO-
THUJICBSI3BIBAIONIMI TOMEH cOoCcTOUT U3 Tpex cyomomenos: NB, ARC1 u ARC2. NB
oOmanaer HykieoTuacBs3biBatoniein u ATda3uol aktuBHOcTssMu [Tameling et al.,
2006; van Ooijen et al., 2008]. ARC1, Bo3MOXHO, IEHCTBYET Kak MOJICKYJISPHBII
ckad o st cesi3biBanus JoMeHa LRR u Tem caMbiM HE0OX0uM ISl IO/ IepIKa-
HUs cTpYKTYyphl R Oenka [Rairdan, Moffett, 2006]. Ha kapOokcunbpHOM KOHIIE CyO10-
MeHa ARC2 nmMeercst BHICOKO KOHCEPBAaTUBHBIH METHOHUH-TUCTHIMH-aCTIapTaTHBIN
¢parmenr (MHD). Myrtanuonssiii aHaiu3 mnokaszain, uto MHD wurpaer BaxHyro
poib B KOHTpoJe akTuBHOCTH R Oenka: ARC2 yyactByeT B aBToMHrHOMpoBaHu# R
OeJKa mpu OTCYTCTBHMHU TATOT€HA M B €ro aKTUBHUPOBAHMM MpPU HAJTUYWU MaTOTeHa
[Bendahmane et al., 2002; Rairdan, Moffett, 2006; van Ooijen et al., 2008]. ®yHk-
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LUOHaIbHAsl aKTUBHOCTh R OenkoB B pacmo3zHaBaHuu AVR OenkoB M BKIIIOUCHUH
CUTHAJIBHBIX CUCTEM 3aBHCHUT OT BHYTPUMOJICKYJSIPHBIX B3aMMOJCHCTBUI TOMEHOB
R 6enkoB. D10 mokazano kak a1t CC-NB-LRR [Moffett etal., 2002; Leister et al.,
2005; Rairdan, Moffett, 2006], Tak u ayst TIR-NB-LRR 6enkos [Ueda et al., 2006].

BHauane npeanonaraim, 4To MPOAYKT T'eHa R CBS3BIBACTCS C MPOIYKTOM KOM-
IUIEMEHTAapHOTO TeHa AVR ¥ 3aTeM BBI3bIBACT KaCKaj CUTHAJIOB, IPUBOISIINN K aK-
TUBAIMU AKCTIPECCUU 3AIIUTHBIX T'eHOB. /111 TpuOoB 1 OaKTepHuii M3BECTHO, YTO HX
AIIUCUTOPBI CBSA3BIBAIOTCS C BHEIIHUM (JIOKATM30BAHHBIM CHAPYKH ILIa3MaeMMBbl)
y4acTKOM OEJIKOBOTO pelenTopa, pacloiokeHHoro B miazmainemme [Hang et al.,
1994; Mithofer et al., 1996; Nennstiel et al., 1998]. B pe3ynsrare 3T0r0 CBSI3bIBa-
HUS IPOUCXOANT aBTO(GoCcHOpUINPOBaHHE BHEIIHETO YYacTKa pelenTopa i u3MeHe-
Hue ero koHpopmanuu. Octatok GochopHOI KHCIOTHI epeaaeTcsi Ha BHYTPEHHHH
YUYacTOK pEelenTopa, 4YTo Takke u3MeHseT ero kondopmanuio [Chang, Meyerowitz,
1995; Chang, Stewart, 1998]. Ananoru4nsie poriecchl mpoucxoasT ¢ oemxkom ETR1
— peuenrropoM striieHa [Gamble et al., 1998]. Tlpeamonaraercs [Staskawicz et al.,
1995], uto mpu BUpYCHOM 3a00JI€BaHIH BHYTPHKJICTOUHBIN PELENTOp — MPOAYKT R
reHa PacTEeHUs CBS3BIBACTCS B LIUTOIUIA3Me ¢ MpoaykroM AVR Bupyca. [leiictBu-
TENbHO, TIOKA3aHO HEMOCPEICTBEHHOE (PU3NUEcKoe B3auMosieiicTBue OenkoB Pto u
avrPto [Tang et al., 1996]. buoxumMuueckumu MeTogamMu 1 GIyopeceHTHON MUKPO-
CKomHel Obliia BBISIBIICHA acCOLMAIMS B UTOIIJIa3Me KJICTOK pacTeHH Tabaka Xenu-
kazHoro nqomena (p50) permukassl BTM ¢ TIR nomenom 0Oerka, KOAXPYEMOTo FeHOM
N [Ueda et al., 2006; Burch-Smith et al., 2007]. [To3e GbLIO TOKAa3aHO, YTO B3aHMO-
neiicteue p50 ¢ TIR moMeHOM OCyIIEeCTBISIETCSI C Y9aCTHEM XJIOPOILIACTHOTO OejKa
NRIP1 (N receptor-interacting protein). NRIP1 cBs3eiBaetcs ¢ p50 u Tpancnoptu-
pyeTcs U3 XJIOpoIiacTa B IUTOIIa3MYy U SAPO, TE 3TOT KOMIUIEKC B3aUMOJICHCTBYET
¢ TIR nomenom [Caplan et al., 2008]. B To ke BpeMs UMEIOTCSI IPUMEPHI, TOKa3bI-
BalOIINE OTCYTCTBUE HEMOCPEICTBEHHOTO B3aMMOCHCTBUS MMPOAYKTOB SKCIPECCHH
reHoB R u AVR [lllampaii, 2003]. Beina npennoxena rumore3a «crpaxa» (“guard
hypothesis™) [Dangl, Jones, 2001], cormacuo xotopoii 6emok AVR B3auMoiencTBy-
€T C PacTUTEIbHBIM OCIKOM-MHIICHBIO M 3TOT KOMILJIEKC pacrmo3Haercsi OenkoMm R,
KOTOPBII 3aTeM aKTUBHPYET IKCIIPECCHUIO 3alIMUTHBIX TEHOB MOCPEICTBOM CHUTHAIIb-
HBIX CHCTEM. DTa TUIIOTe3a OOBSCHICT B3aMMOOTHOILICHHS HEKOTOPBIX pPacTEHHN H
naroreHoB. Tak, HampuMep, B pacTeHusiX A. thaliana 06eno0K, KOAUPYEMbI TEHOM
RPM]1, pactio3naet runepdocopuinpoBanue kietouHoro 6eixa RIN4, BeizBaHHOE
oenxom AviRPM1, u 3arem nnaynupyet 3amutHble peakiun [Mackey et al., 2002].
Hpyroii 6enok RPSS pacnosnaer nporeonutuyeckoe pacuierieHrne PBS1 kunazb
OakrepuabHbIM OekoM AvrPphB [Shao et al., 2003]. [Toka3aHo, 4TO ISt UHITYKITUH
YCTOWYMBOCTH pacTeHuid A. thaliana, oOycnoBneHnyto reHoM HRT, HeoOXoauMo
B3anMOZCHCTBHE OeKa 000I0UKH BHPYCa MOPIIMHUCTOCTH TypHETICA C KJICTOYHBIM
oenxom-muieHbio TIP [Ren et al., 2000].

HenasHo Ob10 ycTaHOBIEHO, uTO R Genku (GyHKIMOHUPYIOT B KOMILIEKCE C
HEKOTOPBIMHU KJICTOYHBIMH O€JIKaMU: AByMsl CUTHaJIbHbIMU Oenkamu Rarl m SGTI,
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0eIKOM TEIUIOBOTO IoKa ¢ MoyekysipHoit Maccor 90 x/la (Hsp90) [Shirasu et al.,
1999; Liu et al., 2002 a,b; Peart et al., 2002; Hubert et al., 2003; Lu et al., 2003;
Takahashi et al., 2003; Liu et al., 2004a; Holt et al., 2005; Komatsu et al., 2010],
a Taxke ¢ Oenkom, aktuBupyrommm [ Tdazy [Sacco et al., 2007; Tameling, Baul-
combe, 2007; Rairdan et al., 2008]. 3a uckmoueHneM apoxskeit Rarl oOHapyxeH y
BCEX MPOBEPECHHBIX 3YKAPHOTOB M COACPXKUT JBa (hparMeHTa 1o 60 aMUHOKHUCIIOT-
HBIX OCTaTKOB: IUCTCHH- M THCTUAMH-OOraThie MoMeHBI [Shirasu et al., 1999]. Ha
C-xonrne Rarl umeercst CS-oMeH, KOTOpbIil Takke npucytcTByeT B Oenke SGTI.
[TokazaHo, uto B pacteHusix 6enku Rarl u SGT1 B3auMoOACHCTBYIOT APYT C APYToOM,
a 6enmox SGT1 MOXeT CBSI3bIBATHCS C YOMKBUTHH-JIMTa3HBIM KOMILIEKCOM [Azevedo
et al., 2002; Liu et al., 2002a]. YOUKBUTHH-TUTa3HbIH KOMILJICKC CIIOCOOEH acco-
nuupoBarbes ¢ COP9 curnanocomoii [Lyapina et al., 2001], kotopast y4acTByeT B
Jerpajiaiuu OSlKOB MOCPEICTBOM IMPOTEA3HOTO KOMILIeKca — 26 S mporeacoMbl
[Wei, Deng, 1999]. Momuanue reHoB, koaupyroimux komnoneHTsl COPY curnano-
COMBI, CHUKAJI0 YCTOWYMBOCTh pacTeHui Tabaka kK BTM, o0ycloBIeHHYIO TeHOM
N, 03Havas ydacTue rnpoiecca yONKBUTHHUPOBAHHMS B 3aIluTe pacTenuii [Liu et al.,
2002a]. YOUKBUTHHUPOBAHNUE — 3TO MPHCOSITUHEHUE K MOJIEKYIe OejKa, KOTOPbIH
JIOJDKEH OBITh pa3pyllieH B MPOTEaCcOME, IIETTOYKH MaJICHbKOTO Oelika yOUKBUTHHA.
Benku Rarl u SGT1 B3aumoneiictByroT ¢ Oenkom Hsp90 [Takahashi et al., 2003;
Liu et al., 2004a; Holt et al., 2005; Botér et al., 2007]. Y sykapuotos 6eox Hsp90
SIBJIICTCS] BBICOKO KOHCEpBAaTUBHBIM AT®-3aBHCUMBIM MIAIIEPOHOM, YYaCTBYHOIIUM
B cBopaunBanui (folding) u aktuBupoBanuu 6enkoB [Picard, 2002]. Monuanue uinu
MyTalluy Te€HOB, Koxupyrommx Hsp90, mpuBogwiu K OCIa0ICHUIO YCTOHYUBOCTH
pactenuti [Hubert et al., 2003; Lu et al., 2003; Takahashi et al., 2003].

5.4. CurHanbHble cucTeMbl

Bonpiryro pons B pa3BUTHU 3alIUTHBIX MEXaHU3MOB PACTEHHUH IMPOTUB IATO-
TeHOB WUTPAlOT CUTHAIBHBIC CHCTEMbI KIIETOK pacTeHwid. ClieZIcTBHEM B3aMMOJCH-
CTBHS PELENTOpa C DIMCUTOPOM SIBIISICTCS aKTHUBAIIHSI KacKaja IepeJadyd CUTrHaia
JUTSE BO30YKIICHHS HKCIIPECCHU 3alllUTHBIX TeHOB. B HacTosIee BpeMst U3BECTHO 8§
CUTHAJIBHBIX CHUCTEM, YYaCTBYIOIIUX B TIepe/iaye CUTHAIOB O BO3JICHCTBUH MaTore-
HOB U CTPECCOPOB Ha pacTeHUs: LukioaaeHunaraas [Brown, Newton, 1981; Kapu-
MoBa, JKykoB, 1991; Kapumosa u ap., 1991; Kurosaki, Nishi, 1993; Kapumona, 1994;
Assmann, 1995], MAP-kuna3Has (mitogen-activated proteinkinase) [Staskawicz
et al., 1995; Stone, Walker, 1995; Suzuki, Shinshi, 1995; Hirt, 1997; Ligterink et
al., 1997; Zhang, Klessig, 1997; Morris, 2001; Xomn u ap., 2002], pocharumokuc-
nmotHas [Munnik et al., 1995; Ritchie, Gilroy, 1998], xanbuuesas [Clapham, 1995;
Hesaox u ap., 1997; Xu, Heath, 1998; Heo et al., 1999; Sanders et al., 1999], nu-
nokcurenasHas [I'peuxkun, TapueBckuii, 1999; Kapumona u ap., 1999], HAJId<H-
okcuaasHas (cynepokcuacunaTasnas) [Levine et al., 1994; ['amaneii, Kinrobun, 1996;
Desikan et al., 1996; Xing et al., 1997; Bolwell et al., 1998; Stennis et al., 1998],
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NO-cunrasznas [Cesepuna, 1998; Dangl, 1998; Delledone et al., 1998; Durner et
al., 1998; Hausladen, Stamler, 1998], nporonnas [Tapuesckuii, 2002; Roos et al.,
2006].

B mATH mepBBIX CUTHAJBHBIX CHCTEMax MOCPEAHUKOM MEKAY LHUTOIIa3Ma-
TUYECKOW YacThlO PElenTopa M MEepBBIM aKTUBUPYEMBIM (DEPMEHTOM SIBIISIOTCS
G-6enku [TapueBckuii, 2000, 2002]. B >kHBOTHBIX TKaHSX B3aMMOJCHCTBUE CTpEC-
copa ¢ PeLenTopoM Ha IUTa3MajieMMe MPUBOIUT K akTuBauu G OENKOB, KOTOpPHIC B
CBOIO Ouepe/b aKTUBUPYIOT BHYTPHUKIETOUHBIE (DEPMEHTHI, KaTaIN3UPYIOIIUE 00-
pa3oBaHKe BTOPUYHBIX MIOCPEAHUKOB Pa3IMUHBIX CUTHAIBHBIX cucTeM [Birnbaumer
et al., 1990; Neer, 1995]. [lokazaHo yuactie G OSIIKOB B HHIYKIIMH Pa3IHYHBIX OT-
BETOB PacTHTENbHBIX KieToK [Warpeha et al., 1991; Legendre et al., 1992; White et
al., 1993]. Otu Oenku NOKAIM30BaHBl HA BHYTPEHHEH CTOpOHE Iu1azManeMMbl. Mx
MOJIEKYJIBI COCTOSIT U3 TPeX CyOBbeIUHHULL: O, B 1 Y. B cocTosiHIM mOKos Bee cyObenu-
HUIIBI 00pa3yIoT KOMIUIEKC, I 0-CyObeIMHHIA CBsI3aHa C ryaHO3UHAU(pOCHaTOM.
B pesynbrare KOHGOPMAIMOHHBIX M3MEHEHHH TOCJE CBS3BIBAHUS C IHCUTOPOM
peuenTop npucoeaunsiercs k G Genky. [Ipu sToM ryanosunaudocdar orcoeanHs-
eTcs OT 0-CyObEeAMHUIIBI M €T0 MECTO 3aHMMAaeT ryaHosuHTpudocdar. [Tocne storo
0-CyOBeIMHHLIA OTACTSICTCS OT ABYX APYTHX CYOBEIUHHUI] U CBS3BIBACTCS C KAKUM-
100 3¢ pexTopoM, HanpuMep, aJeHUIATIHKIA301. 3aTeM 0-CyObeJUHULA THAPO-
nu3yeT ryaHo3unTpudocdar a0 ryanozunaudocdara, MHaAKTUBUPYETCsl, OTACISIET-
cs oT adexropa 1 MPUCOSTUHSIETCSI K CBOOOIHBIM - U Y-cyObenuHuIaMu. TakuM
obpazom, G Oemnku, CBA3BIBAsCH € ApeKkTopaMu, BKIIIOUAIOT CUTHAIBHBIC Ty TH.

Kparko paccMOTpUM KaXyt0 CUTHAJIBHYIO CHCTEMY.

InkinoageHuIaTHAS CUTHAJbHAsI cucTeMa. [luknuueckuii ajgeHo3uH 3°:5°
MoHodochar (HAM®D) uzBecTeH Kak BTOPHUYHBIH MOCPEAHUK, YYacTBYIOUIMH BO
MHOTHX OTBETHBIX PEaKIMIX KICTOK KUBOTHBIX [Berridge, Irvine, 1984; Nishizuka,
1984]. On obpasyetcst u3 AT® npu ydactuu QepMeHTa aJeHUIATIUKIA3bl U TH-
nponmzyercs 10 AM® ntAM® cnenuduunoit pochonudcrepaszoii [Assmann, 1995].
Honroe BpeMsi cCOMHEBaIUCh, 4TO UAM® MOXKET BBHINOTHATH B PACTCHUSIX TE Ke
(YHKIUH, YTO y KXHUBOTHBIX. /(€70 B TOM, YTO KOHLEHTpALHUs 3TOTO COCAMHEHHS
B TKaHJIX PAacTCHHUI MO CPaBHEHHUIO C KUBOTHBIMH OYCHb He3HauMTeNbHa [Brown,
Newton, 1981; Spiteri et al., 1989]. [1o3xe ¢ pa3BUTHEM METOIOB OIPEICICHUS
OBUIO yCTAHOBJIECHO, YTO KOHIEHTpauust UTAM® B pacTeHHSX 3aBHCUT OT YCIOBHH
WX BBIPAIMBAHUS, CPABHUMA C €T0 KOHILIEHTpANXeH B )KUBOTHBIX TKAHIX M KPATKOB-
PEMEHHO YBeNWYHMBaeTCs MpU Bo3AencTBHH cTpeccopoB [Ishioka, Tanimoto, 1990;
Gangwani et al., 1991 Bolwell, 1992]. brina obnapyseHa ajeHUIaTINKIa3HAs aK-
TUBHOCTBH B DKCTPAaKTax KOpHEW pa3HbIX BUAOB pacTeHuil [Carricarte et al., 1988;
Lusini et al., 1991; Pacini et al., 1993]. B pactenusix kaprodens 1 NIEHUIB! ObLIH
BBISIBIICHBI PACTBOPHMAs 1 MEMOPaHHOCBs3aHHas aJicHIIaTIUKIa3bl [JloMoBaTckas
u z1p., 2006, 2007a,0, 2008].

B pacrenusx Obuta oOHapyxkeHa NAM® cnenuduunas docdoaudcrepaza
[Brown et al., 1977; Brown, Newton, 1981]. Dx3orernas u s3ugorennas tAM® ru-
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JOponu3yIoTcs B pacTeHusix TAM® cneunpuunoii Gpochoauscrepa3oi, Tak Kak K-
3oreHHas TAM® noBeimiana Beixon K™ u3 mezoguibHbIX nipoToruiactoB Vicia faba,
€CJIM TPUMEHSUIACh OJHOBPEMEHHO C M300yTHUIMETHIIKCAHTUHOM — HHTHOUTOPOM
dbochomuacrepassl [Li et al., 1994].

B Tkansax kuBOTHBIX HTAM® akTHBUpPYET MPOTEUHKHHA3bI, KOTOPBIE Y4aCTBY-
10T B hoCOpHIMPOBAHUH OEIIKOB, B TOM YHUCIIE SITICPHBIX OCIKOB-PETYISATOPOB TPAHC-
KpHUIIMY, TIOBBIMIAs TEM CaMbIM MX PEAKIMOHHYIO aKTUBHOCTH [Assmann,1995].
AHaNOrHYHbIe TaHHbIC OBUIM TIOJyYEHBI B OMBITaX ¢ pacTeHusiMU: UAM®D ctumy-
JMpOBaja aKTUBHOCTh MPOTEHMHKHHA3 U (ocopuimupoBanue OenkoB [Ingebritsen,
Cohen, 1983; Kapumona, XKykos, 1991; Kapumosa u ap., 1991; Komatsu, Hirano,
1993; Stone, Walker, 1995; Gold et al., 1997]. Kpome nporennkunasz HAM®D prusieT
B KJICTKaX >KMBOTHBIX Ha MOHHBIE KaHaIbl [Hosey et al., 1986; Delgado et al., 1991].
B pacrenusx tAM® Takxke ctumynupoBaina aestenbHocTh K- [Li et al., 1994] u
Ca?"-nonnnix kananoB [Kurosaki, Nishi, 1993; Allen et al., 1995; [Ipstuok u ap.,
1997]. O6paboTka H30IUPOBaHHBIX MPOTOILIACTOB Tabaka HAM® BbI3bIBaJIA YBEIH-
YCHHME KOHIICHTPAIMU Kayblus B ruroruiasme [ Volotovski et al., 1998].

Takum 00pa3om, B3aMMOACHCTBHE CTpeccopa C PELEeNnTOPOM Ha IIa3MajeM-
Me MPUBOAUT K aKTUBALIMH aJICHUIIATIMKIIA3bl, KOTOpas KaTalu3upyeT o0pazoBaHue
HAM® 13 ATO. tAM® akTUBUpPYET HOHHBIE KaHAJIbl, KOTOPbIE MPUBOAT K BKIIIO-
YCHHUIO KaJIbIIMEBOM CHUTHAILHON CUCTEMBI (cM. HUXKe), U TAM®D-3aBrcumble Mpo-
TEUHKHHA3bI, CIIOCOOCTBYIOIINE MOBBIIICHUIO PEaKIIMOHHONW COCOOHOCTH OENKOB
- PETYIIATOPOB SKCIPECCUH 3aIMTHBIX TEHOB B pe3yibTare ux GpochopuInpoBaHusl.

MAP-knHa3HAasA CHTHAJIBHASI ccTeMa. Y JIPOAOKEH M KIETOK MJIEKOIINTA-
IOIUX OIHUM W3 MyTeH Mepefadyn cUrHajla OT BHELIHETO paszapaxxuTens (YIbTpa-
¢uoneroBas ¥ MOHM3UPYIOIIAS PAAMALMH, OCMOTHYECKHUH IIOK, OKHUCIUTEIbHBIN
CTpecc U Ap.) BHYTPh KJIETKHU SBIAETCS aKTUBALUS MIPOTEMHKHHA3, KOTOPbIE MOTYT
¢dochopunuposars apyrue pepmentsl [ Thomas, 1992; Herskowitz, 1995; Kyriakis,
Avruch, 1996]. Beuto mokaszano, 4To MHTOreH-akTHBUpOBaHHbIe (MAP) mpoTenn-
KHMHa3bl 00pa3yloT TPYIILy CEpPUH/TPEOHUHOBBIX MPOTEHMHKMHA3 W KaXAas U3 HUX
MOCIIeI0BaTEeNIbHO aKTUBUPYETCA B pe3ynbrare GochoprimpoBanns TPEOHHHOBOTO
1 TUPO3UHOBOTO OCTAaTKOB ApyruM ujeHoM rpynnsl. MAP-kunaszsel (MAPK) akru-
Bupytorcs kunazamu MAP-kunazsl (KMAPK), koTopbie B cBOO o4epe b aKTHBHPY-
torcst kuHazamu KMAPK (KKMAPK). Mmerorcs ckaddona-0enku, yuyacTBYOLIHE B
accoluanuu 3tux nporenHkuHas [Payne et al., 1991; Posada, Cooper, 1992; Xomn
u ap., 2002]. MAP-kuHa3HbIe KacKaabl HE B3aUMOJCUCTBYIOT HEMOCPEACTBEHHO C
perenTopamMu, pacoiIOKEHHBIMU B IJIa3MalIeMMe M BOCITPUHUMAIOUIMMH CUTHAJIBL.
[Mocpennukamu mMexay penentopaMd 1 MAP-knHa3HBIM KackKaJoM CIIyKaT Takue
MIPOTEMHKUHA3bI, Kak poTenHKkuHa3a C uin p2 1™-akTuBupyemMasi IpOTEMHKUHA3a, a
takxe G-0enKku, CBsA3bIBatOIre ryaHm3uHTpudocdars! [ Xomwt u ap., 2002]. docdo-
punupoBanHble MAP-kuHa3b1 TpancnopTupyotes B siapo [Marshall, 1995], rae ak-
TUBUPYIOT myTeM (ochopunupoBanus GakTtopsl TpaHcKpunuu [ Treisman, 1996].
B nuromnazme MAP-kuHa3b1 hochopuaupyioT GakTopbl TpaHCISIUH, (pEepMEHTEHI,
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cTpykTypHble Oenku [Ray, Sturgill, 1987; Sturgill et al., 1988; Haycock et al., 1992;
Proud, 1994; Reszka et al., 1995]. KparkoBpemennast aktuBauusi MAP-kuna3 unmy-
LUPYET pa3InYHble 3aIMUTHBIC PEaKIIUU U MO3BOJISET KJIETKaM BBDKUTH, TOTJA KaK
JUITUTEIFHOE aKTUBUPOBAHKE BeJleT K aronrto3y [Xia et al., 1995; Chen et al., 1996;
Kyriakis, Avruch, 1996; Rosette, Karin, 1996; Nishina et al., 1997].

[TokazaHo, 4TO B pacTCHUSAX TPAHCKPHUIILUS TEHOB peryaupyercs dochopu-
nupoBaHueM OernkoB, csizbiBaroiux JJHK [Datta, Cashmore, 1989; Klimczak et al.,
1992; Sarokin, Chua, 1992]. MAP-kuna3b! ObTH OOHAPYKEHBI Y Pa3HBIX pACTCHHUH
[Duerr et al., 1993; Jonak et al., 1993, 1994, 1996; Stafstrom et al., 1993; Wilson et
al., 1993, 1995; Mizoguchi et al., 1994]. Ananu3 renomuol JJHK HexoTopbIx pacre-
HUH BBISBIJI TOMOJIOTH KnHA3 MAP-kuHa3 u kuHa3 kuHa3el MAP-kuna3 [Shibata et
al., 1995]. Iloka3ana BO3MOKHOCTB CylIecTBOBaHUs cKa(dona-0eaKoB y pacTeHHUH
[Hirt, 2000].

OOHapyEHO aKTUBUPOBAHHME MPOTEUHKWHA3 y PACTEHUH, MOJBEPTHYTHIX
CTPECCOBBIM BO3CHCTBUSAM (CHHUN CBET, XOJION, BBICYIIUBAHHE, MEXaHUYECKOES
MOBpeXJIeHUE, coneBoli crpecc) [Reymond et al., 1992; Jonak et al., 1994, 1996;
Nishihama et al., 1995; Seo et al., 1995; 1999; Stone, Walker, 1995; Usami et al.,
1995; Bogre et al., 1996, 1997; Mizoguchi et al., 1996, 1997; Hirt, 1997], o6paboTke
anmucutopamu [Felix et al., 1991; Suzuki et al., 1995; Suzuki, Shinshi, 1995; Xing et
al., 1996; Adam et al., 1997; Ligterink et al., 1997; Zhang et al., 1998], atunerom
[Raz, Fluhr, 1993; Ecker, 1995; Chang, 1996; Sessa et al., 1996; Chang, Stewart,
1998; Romeis et al., 1999] u canummioBoii kucnotoit [Pastuglia et al., 1997; Zhang,
Klessig, 1997].

Nwmerotcst mokazarenbcTBa yyactus nporiecca (pochopruinpoBanus OSIKOB B
PETYIUPOBAaHHUH 3alUTHBIX PEAKIMil PACTCHUH B OTBET HA 3apaKEHHUE MATOTCHOM.
O0paboTka MMCUTOPOM KITYOHEH KapTodess akTHBUPOBAIO MPOTCUHKUHA3Y, aHa-
JIOTHYHYI TpoTenHkrHa3e C MIICKONMTAIONIUX, KOTOpasl BIUSUIA HA CBSI3bIBAHUE
sinepHbIx paktopoB PBF-1 b u PBF-2 ¢ JIHK u ctumysnrpoBaiia S3KCIpeccuto rexa,
koupyrotero PR-10a 6emox [Subramaniam et al., 1997]. YrneBogHbIe 3TUCUTOPHI
Y3 KJIETOYHOW CTEHKW WM OYMICHHBIC DJIUCUTHHBI (HU3KOMOJICKYIISPHBIC OCIKH,
npoayupyemMele rpubamu pona Phytophthora [Yu, 1995]) BeI3bIBaIM OBICTPOE YBE-
nmnuenne Gochopunmponanus 6enkos [Dietrich et al., 1990; Felix et al., 1991, 1994;
Viard et al., 1994]. Muru6uposanue OenkoBoro ¢ocopunuposanus K-252a nim
CTaypOCIIOPHHOM TIO/IABIISUIO TAKUE TPOIIECCHI, KaK MOAIIEIIaYBaHUE TUTATEIBHOMN
Cpelbl JUIs KIETOK, 00pa30BaHUE aKTUBHBIX ()OPM KHCIOPOAA, CBS3BbIBAHUE SACP-
HbeIX (pakropoB ¢ JIHK w axruBanums sxcrpeccun 3amuTtHbix TeHoB [Grosskopf et
al., 1990; Conrath et al., 1991; Felix et al., 1991; Raz, Fluhr, 1993; Viard et al.,
1994; Després et al., 1995; Suzuki et al., 1995]. [Ipoucxoamno MeaiicHHOE U TIPO-
JIOJDKUATENBHOE aKTUBUPOBaHKUE p47 MPOTCHHKUHA3BI B X0JI¢ CBEPXUYBCTBUTEIBHOMN
HEKPOTHU3alUK TabauHBIX KJIETOK, 00pa0OTaHHBIX I'PUOHBIM >IHCUTOpOM [Suzuki
et al., 1999]. Bp10 ycTaHOBIIEHO, YTO AKTUBHPOBAHHE CEPUH/TPEOHUH OCIKOBOM
(docdarassl THa 1 TPOUCXOMUT HA PAHHUX ATAIIaX HEKPOTU3AIUH KIIETOK PACTEHUI
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Tabaka copra Kcantu Hk, nopaxenHsix BTM. Uarudurtop storo ¢epmenTa yruerain
00pazoBaHue JOKaIbHBIX HEKpo30B [Dunigan, Madlener, 1995]. 3apaxxenue pacre-
Huil Tabaka BTM BeI3bIBanio cucremuoe aktuBupoBanue WIPK (mporennkunassl,
WHAYLUPYEMOI MopaHeHHeM). TO aKTUBHPOBAHHE 3aBUCENIO OT reHa N, Tak Kak y
pactenuii 6e3 3Toro rera He HaOmronanu akruBaruu WIPK [Zhang, Klessig, 1998].
Bruto ycranosneno [Liu et al., 2004b], uto monuanue (silencing) B pe3ynsrare vH-
IOYKLUU BUPYCOM MOTPEMKOBOCTHU Tabaka reHoB, koaupyromux MAP kunazy NTF6/
NRK1 win MAPK kunazy MEKI/NQKI, ocnabnsiio yCTOMYHBOCTb, 00YCIIOBIICH-
Hy!0 TeHoM N. OTa yCTOMYMBOCTh TAaKKe 3aBUCENa OT ypOBHS akcnipeccun WRKY1-
WRKY3. IHTHOUTOpBI IPOTEMHKHHA3 MPEAOTBPAIAId CBEPXUYBCTBUTEIBHYIO TH-
0eJb KJIETOK, BBI3BIBAEMYIO0 HECOBMECTHMBIMHU MAaTOTCHAMH WM UX SJIUCHUTOPAMH
[Levine et al., 1994; Zhou et al., 1995]. Bbuto ycTaHoBIEHO, YTO TE€HBI PACTCHUI
tomaroB PTO u Ptil [Martin et al., 1993; Zhou et al., 1995], a Taxke reH pacreHuit
puca Xa2l [Song et al., 1995], kogupyromiye cepuH/TpEOHHHOBYIO KHHA3Y, Y4aCTBY-
10T B YCTOMYMBOCTH PACTCHUH K OaKTEPHSIM.

[Tpu ucnonbp30BaHNKM HHTMOUTOPOB THPO3MHOBBIX IPOTEMHKUHA3 ObIJIO 0OHAa-
pYkeHo, 4To (hoCcPOpUIMPOBAHHE ITUX (PEPMEHTOB MPEAILICCTBYET HHAYKIIUH OKHC-
JIUTEIBHOTO B3PHIBA Y KYJIBTUBUPYEMBIX KIETOK COM MPH MopaskeHuu Pseudomonas
syringae pv. glycinea, HO TPOUCXOAMUT TOCIE aKTHBAL[MM MOHHBIX KaHayoB [Ra-
jasekhar et al., 1999].

Bosmoxno, docdopunupoBanue OenkOB MpHU 3apakeHUH NPUCYIIE BCEM
pacTeHHsAM-X0351€BaM M HE CBA3aHO C UX YCTOMYMBOCTHIO K ITaTOre€HaM, Tak Kak Io-
Ka3aHo, 4TO B IIpOTOIJIacTax Tabaka yepe3 6 4 mocie 3apaxenuss BTM yBennunBa-
erca GocopunrpoBanue pactutenbHoro Oenka ¢gochonporenna (68 k/la), acco-
uurposaHHoro ¢ ds-PHK 3aBucumoil mpoTenHKMHA30H, OHO TOCTHraeT MaKCUMyMa
yepe3 8-12 4 u He cHmKaercst 70 72 4 nocne uHoKymsnuu [Hu, Roth, 1991]. Otot
¢docdonporenH IMMYHOJIOTHYECKH POJCTBEHEH C MPOTCHHKUHA30M, 3aBUCHMOM OT
nyxcriupanbHoi (ds) PHK, umeer AT®DcBs3bpIBatomnii cCalT 1 aKTUBUPYETCS B pac-
TEHHSIX TOMAaTOB, 3aPaXCHHBIX BUPOHMJIOM BEPETEHOBHIHOCTH KIYOHEH KapTodens
[Hiddinga et al., 1988].

Takum 00pa3oM, MOKHO ClieNaTh BBIBOJ, YTO B PACTCHUSIX (PYHKIHOHHPYET
MIPOTEMHKUHA3HBIN KacKaj Kak MyTh Mepejayd cCUrHayioB. CBs3bIBaHHUE AITUCUTOPA C
peLenTopoM Iia3mMaieMMbl akTUBHpYeT KiuHa3zy knuHassl MAP-kunazel (KKMAPK).
Ona karanuzupyet GpochopunupoBanue H, cIeJ0BaTEIbHO, aKTUBALMIO [IUTOIIA3-
Marnueckord kuHa3el MAP-kunazer (KMAPK), kotopas akTuBHpyeT HpH JBOK-
HOM (ochopunupoBaHUN TPEOHMHOBBIX W THPO3MHOBBIX OcTaTkoB MAP-kuHa3zy
(MAPK). MAPK xkaranusupyet ¢ochopunupoBaHue 1 aKTUBALMIO B siApe (aKTo-
POB pEryJsiK TPAaHCKPUIILIUH.

Kpome Toro, MAPK yuactByet B pochopunupoBanun u akruBauuu ¢hocdo-
Junasel A,, aKTUBUPYs TaKMM 00pa3oM JIMIOKCHICHA3HYIO CUTHAIBbHYIO CHCTEMY
[Hunter, 1995].
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®ochaTHAOKUCTIOTHAA CUTHAJBHAsI cucTreMa. B xierkax *uBOTHBIX G
OCIKM CTUMYIHPYIOT akTUBHOCTH (ocomunaz C u D. docdonunaza C rugponu-
syet (ocharuami-4,5-6udocdar ¢ odpazoBaHHEM JUANMUITIUIEPOJIA U UHOZUTOJI-
1,4,5-tpudocdara. [Mocneannii ocBodokmaer Ca** u3 cBszaHHoro cocrosiaus. [lo-
BBILICHHOE COJCP)KAaHUE MOHOB KaJbIMsl MPUBOAUT K akThBauu Ca’*'-3aBHCHUMBIX
nporenHkKuHa3. Juanmnrmnepon nocie GochoprminpoBanus cnennGuIHON KHHA-
3011 mpeBpamiaercs B pochaTHuIHYI0 KUCIOTY, KOTOpas SBJISETCS] CUTHAIBHBIM Be-
LIECTBOM B JKMBOTHBIX KileTKax. Docdonumnaza D HEMOCpeACTBEHHO KaTalu3upyeT
obpazoBanue QocharnaHoN KUCIOTH U3 TUNUAOB (pocdaruannxonut, hocdaru-
qTaHonamMuH) meMOpan [Billah, Anthes, 1990; Birnbaumer et al., 1990; Exton,
1990; Cockcroft, 1992; Berridge, 1993; Divecha, Irvine, 1995; Neer, 1995].

Tak e, KaKk B KMBOTHBIX TKaHSX, COHPTHI © MacToOapaH akTHBHPYIOT G
oenxu, pochonunassl C u D y pacrennii [Higashijima et al., 1988, 1990; Musgrave
et al., 1992; Legendre et al., 1993; Drobak, 1993; Drobak, Watkins, 1994; Ross,
Higashijima, 1994; Cho et al., 1995; Munnik et al., 1995]. AktuBHocTb ocdonu-
na3el D He M3MEHsIIach B IMCTHAX UyBCTBUTENILHBIX PACTEHUH Tabaka, TOpaKeHHBIX
BTM, HO HECKOIBKO YBEIMYMBAJIACh B CBEPXUYBCTBUTEIBHBIX PACTEHHSIX, HHPHIIU-
poBanHbIX BTM 1 6akrepusimu [ Young et al., 1996; Korenbuukosa u ap., 2004].

Takum oOpa3om, HadaibHbIe 3Tanbl (Bo30yxaeHne G OENKOB M aKTHBALMA
¢docdomunaz C u D) 3T0ro cUrHagbHOTO MYTH OAWHAKOBBI Y KMBOTHBIX M PAacTH-
TENBHBIX KJIETOK. MOKHO NPEANOI0KUTh, YTO B PACTCHUSIX TaKXKe MPOUCXOAUT 00-
pazoBanue GocaTuIHON KUCIOTHI, KOTOPask MOXKET aKTUBHUPOBATh MPOTEHHKHUHA3HI
¢ nocuenyomuM GochopunupoBanreM OEIKOB, B TOM YUCIe U (aKTOPOB peryJs-
uun Tpanckpunuun. [okazano yBennuenue copepskanus GpocaruaHoiil KUCIOTHI B
KJIETKaxX PacTeHUH MPHU ICHCTBUHU Pa3TUUHBIX OMOTUYECKUX U aOMOTHYECKHX CTpec-
COpOB, TakUX Kak 3nucutop naroreHa [van der Luit et al., 2000], MmexaHudeckoe
noBpexieHue [Lee et al., 1997], ocMotudeckuii cTpecc U BOIHBIH neduiuT [Mun-
nik et al., 2000]. Conepxanue pocdarnaHoi KUCIOTH MOBBIIAIOCH B HEKPOTU3HU-
POBaHHOH TKaHM M B y4acTKax JIMCTHEB, yIAICHHBIX OT HeKpo30B [Ruzicska et al.,
1983; Kotenbaukosa u np., 2004]. Ycranosneno, uro BHekieTouHass AT® unaynu-
poBana cuHTe3 (pocaTuaHON KUCIOTHI B CYyCIICHIANPOBAHHBIX KIIETKaX TOMAaTOB C
nocienyomuM oopazoBanueM okucu azora [Sueldo et al., 2010].

doctaruaHas KUCIOTa y4acTBYET Y JKUBOTHBIX KIETOK B PEryssiuu oOpa-
30BaHUsl PEAKTHBHBIX (DOPM KHCIIOpOJa, aKTHBHOCTH IMPOTEMHKMHA3, (ocdaras,
(dbocdomunas, cogepkanus noHoB kanblus [Liscovitch et al., 2000]. ¥V pacrenuit
OHa TaKXKe peryupyer odOpa3oBaHue cynepokcuia [Sang et al., 2001], akTHBHOCTb
MAPxkuna3 [Lee et al., 2001], uHAyOUpYET HAKOIUIEHUE PEAKTUBHBIX (POPM KHCIIO-
pona u rubeinb kietok [Park et al., 2004].

KanbuueBasi curnasipHas cucrema. Kanbiuii ucronb3yercs B pacTUTEINb-
HBIX KJIETKaX KaK BTOPHYHBIN OCPEIHUK JIJIsI KOHTPOIMPOBAHHS MHOTHX MTPOIIECCOB
(3akpritue yerbul [Gilroy et al., 1991; Ward et al., 1995; Webb et al., 1996], Tpo-
nu3Mel [ Gehring et al., 1990; Sinclair et al., 1996], poct nbuiblieBbix TpyOok [Malho,
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Trewavas, 1996; Hepler, 1997], akkiumaruzanus k xonoay [Knight et al., 1996],
skcnpeccusi reHoB [Roberts, Harmon, 1992], ¢oromopdorenes [Shacklock et al.,
1992]). B pacrenusix umeeTcs JBa 3aMacHbIX MyJia HOHOB KaJIbIIMsS: BHEKJICTOYHBIH
(amorutacTHBIN) B KJIICTOUHOU CTCHKE U BHYTPUKJICTOYHBIN B MUTOXOHJIPHSIX, XJIOPO-
I1acTax, EHTPaJIbHOW BaKyoJie M SHI0IUIa3MaTHueckoM petukyiayme [Bush, 1995].

Conep:kaHue MOHOB KaJlbLUS B HUTOIMJIa3Me IMOBBILIACTCS MIPU BO3JACHCTBUH
MHOrHuX (aktopoB: kpacHoro cera [Shacklock et al., 1992], 3aconenus u 3acyxu
[Knight et al., 1997], xonona [Knight et al., 1996], TemnoBoro moka [Gong et al.,
1998], ocmotrnueckoro crpecca [Taylor et al., 1996; Cessna et al., 1998], abcuu3zo-
Boli kucnotel [McAinsh et al., 1990] u ru66epemuuna [Bush, Jones, 1988].

NmeroTcst nokaszarenbCcTBa yqacTUsl KajbIMsS KaK MOCPEAHHMKA B Pa3BUTHH
3alUTHBIX PEaKIUi pacTeHUI MPOTUB MaroreHoB. OHU MOMYYCHBI HA KICTOYHBIX
KyJbTypax, o0paboTanHbix anucuropamu [Mahady, Beecher, 1994; Messiaen, van
Cutsem, 1994; Nurnberger et al., 1994; Tavernier et al., 1995; Dmitriev et al., 1996;
Ishihara et al., 1996; Levine et al., 1996; [ps4ok u ap., 1997], u uenbx pacTeHUsIX
[Knight et al., 1991; Xu, Heath, 1998]. BeposiTHO, 3TUCUTOPHI BIHSIFOT HA KaHAJbI
TpaHCHOpTa MOHOB Kanblus B miasmaiemme [Gelli et al., 1997; Zimmermann et
al., 1997]. Muruburopsl TpancMeMOpannoro nepenoca kanpius LaCl, [Xu, Heath,
1998], Bepanamun [Catteral, Striessnig, 1992] u TMB-8 [Alexandre et al., 1990;
Zonia, Tupy, 1995; Ishihara et al., 1996] ocnabnsiiam cBepX4yBCTBUTEIBHYIO peak-
LIUIO pacTEeHM BUTHBI K TpruOHON nHpekuun [Xu, Heath, 1998].

O0paboTku abcrmzoBoii kuciorol [Kasamo, 1981; Ishikawa et al., 1983 ], ayk-
cuHoM [Bates, Goldsmith, 1983], puroroxcunamu [Ulrich, Novacky, 1991] u anucu-
topamu [Mathieu et al., 1991; Kuchitsu et al., 1993] npuBoaunu x nenoispusanuu
IJ1a3MalieMMbl PACTHTEIBHBIX KJIETOK. OJTHOM M3 TPUYUH TaKOH JACTIOJIIPU3AIUN MO-
JKeT ObITh AKTUBAIINS UMIIOPTA HOHOB Kasbins uepe3 Ca?-kaHamsl. O6paboTka Kite-
TOK PACTEHUH METPYIIKU TPUOHBIM ITHCUTOPOM WHAYIIUPOBAIA YBEINYCHUE BBIXO-
Jla aHMOHOB U BXO0Jla MOHOB Kaublus B kieTku [Niirnberger et al., 1994]. B knerkax
cou OJIOKaTOphl AHWOHHBIX KaHAJIOB MHIMOWPOBAIM UMITOPT MOHOB KaJIBIIUS U TIPO-
OYKLUIO (pruTOaNeKCHHOB, MHIynHpoBaHHbIX B-rrokanoM [Ebel et al., 1995- nut. mo
Ward et al., 1995]. Kpome toro, unozuton 1,4,5-tpudocdar oTKpbIBaeT KalblHEBHIE
KaHaJbl MEMOpaHbl SHAOIUIA3MAaTHUECKOTO PETHKYJIyMa W TOHOIUIACTA BaKyosu (B
KOTOpBIX conepkanne Ca’’ mpUMepHO Ha TPH MOPS/IKA BhILIE, YEM B IIMTOILIA3ME)
[TapueBckuii, 2000]. Takum 00pa3oM, BO3ICHCTBUE PA3TUYHBIX CTHMYJIOB IIPUBO-
JIUT K TIOBBIIIICHUIO COJICPKAHUS MOHOB KAJIbIUS B IIUTOILIIA3ME 32 CUCT YBEITHUCHUS
HMMITOpPTA U3 BHEITHEH CPE/Ibl U BHIXOJIA M3 BHYTPHKIICTOYHBIX XpaHuuil [Cessna et
al., 1998]. Bu10 yCTaHOBIEHO, YTO OKUCIUTEIBHBIN B3PHIB B CYCHEHIUPOBAHHBIX
KJIeTKax Tabaka M3-3a TUIOOCMOTHYECKOTO CTpecca peryiupyercss BBIXOAOM HO-
HOB KaJIbIIUS U3 BHYTPUKIICTOYHBIX XPAHWIHUII, a HE UMIIOPTOM U3 BHEIITHEH CpeJIbl
[Cessna, Low, 2001].

[ToBbIIeHHE KOHIIEHTPALIMKU UOHOB KAJIBIIUS B IIUTOILIA3ME MPUBOJIUT K aK-
tuBanmn Ca?*-3aBucuMbIx npotennknHa3 [Harper et al., 1991; Suen, Choi, 1991].
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bouto naentudunuporano 8 Ca?'-3aBUCHMBIX MPOTEHHKWHA3 y pacTeHuid A. thal-
iana [Hrabak et al., 1996]. OGHapyxeHbl pacTBOPUMbIC 1 MEMOpPaHHOCBSI3aHHBIC
Ca?’-3aBucumblc TpoTeMHKMHA3BI [Roberts, Harmon, 1992; Romeis et al., 2000].
Bo3moxxHO, oHM yuacTBYIOT B pochopunmpoBanun OeIKOBOTO (hakTopa perymsuum
TPaHCKPHIILUK U SKCIPECCHU 3alIUTHBIX reHoB [Meshi et al., 1998]. Oxnako 0bu10
mokasano, uyto Ca?* crocobeH HemoCPEICTBEHHO BIUITH HA YEJIOBEUECKUIl penpec-
COp TPAHCKPUIILHMHU, HE 33JICHCTBYs Kackay (ocopuinpoBanus oenkos [Carrion et
al., 1999].

Kpome Ca?'-3aBUCHUMBIX MPOTEHHKWHA3 HOHBI KAJBIHs aKTUBUPYIOT (Gocda-
tasbl [Sanders et al., 1999], pocdonumnazy [ [Munnik et al., 1995], pocdonumnazy
A,, nunoxcurenasy [Macri et al., 1994], pocounosurcnennduunyro pocdonunasy
C [Huang et al., 1995], HAJ1®-H-okcunasy [Legendre et al., 1993; Xing et al., 1997,
Harding, Roberts, 1998], NO-cuntazy [Mansimes, Manyxuna, 1998; Cho et al.,
1998], anenunariukiasy [Kapumosa, XKykos, 1991]. Takum o0pa3om, HOHBI Kalib-
LMl IPUHUMAIOT YY4aCTHE B PETYJISIMH JPYTUX CUTHAIBHBIX CUCTEM.

Perynupytomiee aeficTBue Kanblysi Ha MHOTHE CTOPOHBI MeTaloim3Ma 3a-
BHCHT OT €ro B3aUMOJICHCTBHUS C BHYTPUKICTOYHBIM PELENTOPOM KajlbLUs OSITKOM
KaJIbMOAYJIMHOM. DTO KUCHBIN ¢ M303JIeKTpudeckoil Toukoi mpu pH 3,0-4,3 tepmo-
CTaOMIIbHBI HU3KOMOJNIEKYISIpHBIN (M. M. 16,7 x/la) Genok. OH obnanaet GoNbIIMM
CPOACTBOM K KasiblMi0. Ero xommiekc ¢ KajblMeM akTHBUPYeT MHOrHe (epMeH-
ThI, HAlpUMEp, MPOTEUHKKHA3BI, Pocdorcrepady, Tpancnoptayro Ca*-ATdazy u
npyrue [D’Souza, Johri, 2003; Reddy et al., 2003; White, Broadley, 2003; Yang,
Poovaiah, 2003], a Tak:xe HaKOIJICHHE PEaKTUBHBIX (DOPM KUCIIOPOJIa U OKHUCH a30Ta
[Choi et al., 2009]. UnenTuduuupoBana natoreHaBrucumas nzopopma KaabMOIy-
nuHa [Heo et al., 1999].

JlunokcureHasHasi CHTHAJIbHASI cMcTeMa. AKTUBHOCTD PacTBOPUMOi Qoc-
(onunasel A, CHIBHO YBEIMYMBAIACh B Hayaae (POPMMPOBAHHMS JIOKAIBHBIX HE-
kpo3oB [Dhondt et al., 2000]. B3anmoaelicTBUE ITUCUTOPA C PEIETITOPOM Ha ILIa3-
MaJleMMe aKTUBUPOBaNo MeMOpaHHOCBA3aHHy0 (ocdomunazy A, [Chandra et al.,
1996], xoTopas karanu3upyeT BblJelIeHHE W3 MeMOpaHHBIX (HOCHONUITUIOB HEHA-
CBILIICHHBIX JKUPHBIX KUCJIOT, B TOM YKCJIC JIUHOJICBOH U jimHONIeHOBOM [Thompson,
1988; Mueller et al., 1993; Creelman, Muller, 1995; Conconi et al., 1996]. Otu xuc-
JIOTBl MOTYT aKTUBUPOBATh HEKOTOpbIEe MpoTeMHKHHA3bI [Scherer, 1996 - nur. mo
TapueBckuii, 2000] u sABISIOTCS CyOCcTpaTamMu AJIsl TUIIOKCUTCHA3.

AKTHUBHOCTb JIMITOKCUTEHA3 MOBBIIIATIACh IPH AeiicTBUH drucuTopoB [ Chandra
et al., 1996], npu 3apakenuu pacrenuii BTM [Kiinstler et al., 2007], Bupycom ory-
peunoii mo3zauku [Kato, Misawa, 1976] u rpubamu [Melan et al., 1993; Peng et
al., 1994; Veronesi et al., 1996; Schwiezer et al., 1997b]. YBenaudeHne akTHBHOCTH
JIUTIOKCUT'€HA3 OOYCIIOBJICHO CTHUMYJISIIMEH SKCIPECCHU TE€HOB, KOAUPYIOUIMX STH
(depmentsl [Melan et al., 1993; Peng et al., 1994; Veronesi et al., 1996; Schwiezer
etal., 1997a].
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JIumoxcureHasbl KaTalM3UpPyIOT IPUCOCTMHEHNE MOJICKYJISIPHOTO KHCIOPOa
K onHOMY U3 atoMoB (9 unu 13) yrmepoaa nuc,iuc-neHTaAueHOBOTO paJuKaia Kup-
HBIX KUCIOT. [IpoMexyTouHbIE U KOHEYHBIE TPOAYKTHI JTUITOKCUTEHA3HOTO MeTabo-
JIU3Ma JKUPHBIX KUCJIOT OOJIANar0T OaKTEPUIMIHBIMU, (DYHTUIUIHBIMU CBOMCTBa-
MU U MOTYT aKTUBUPOBATh MPOTEUHKWHA3bl. Tak, JeTydue MPOAYKThI (FeKCCHATH
1 HOHEHAJM) TOKCHYHBI JUII MUKpPOOpraHu3MoB u rpuboB [Hamilton-Kemp et al.,
1992; Croft et al., 1993; Deng et al., 1993; Vaughn, Gardner, 1993], 12-runpokcu-
9Z-noneueHoBasi KUCIOTa CTUMynupoBana ¢ocdopunupoBanue OEJIKOB y pacre-
Huil ropoxa [Kapumosa u np., 1999], ¢urogueHoBas u xacMOHOBasi KHUCIOTHI, a
TaK)Ke METHDKACMOHAT Yepe3 aKTMBHPOBAHUE MPOTCHHKMUHA3 TOBBIIIAN YPOBEHb
SKCIpecCHH 3alluTHBIX TeHoB [I'peukun, Tapuesckuii, 1999; Tapuesckuii, 2000].
Kpome Toro, monueHoBble >KUpHBIE KUCIOTHI akTuBHpoBamn HAJID<H-okcunazy
[Brightman et al., 1991] u NO-cunTa3y [Banun, 1998].

HA/1d+H-okcupasnasa curHajabHas cucrema. OOpaboTka  KieTou-
HOW cycmeH3uu M3 pacteHuil A. thaliana GakTepHanbHBIM DIHCUTOPOM XapIiu-
HOM WJIHA aKTHBaTOPOM IPOTEMHKHUHA3bl CTUMYJIMPOBaja MPOAYKIUIO pPEaKTHUB-
HBIX (JOpPM KHCJIOPOAa U THOEIb KJIETOK, a JI0OAaBICHHEe UHIMOUTOPOB (PEpPMEHTOB
B-HUKOTMHAMUAAJCHUHANHYKICOTH PochaT OKCHAA3hl U CyNEePOKCHI AUCMYTa3bI,
KaTaJM3UPyIOIMX 00pa3oBaHKE CyNEPOKCUIHOro paaukana O, M €ro mpesparie-
Hue B nepekuch Bogopona (H,0,), cOOTBETCTBEHHO, YTHETAIO HEKPOTH3ALMIO K€~
tok [Desikan et al., 1996; McDowell, Dangl, 2000].

HA1®*H-okcuaa3Hbili KOMIUIEKC COCTOUT M3 TIa3MaJeMHBIX OENKOB (gp-
91Phox | p22phox) - 1TTO30MBHBIX GeKOB (p47°'* U p67°"*) u ryanosuHTpHrdoChar-
cBs3piBatomiero oenka RAC, ydacTByromero B peryisiqiu akTHBHOCTH 3Toro ¢ep-
MEHTHOTO Komiuiekca. bemok gp91°'* coneprkut Ca’ -CBSI3bIBAIOIINE YUACTKH U T10-
3TOMY, BO3MO)KHO, MOKET Y4aCTBOBATh B KaJbLIMEBOW CUTHAIBHOHU cucteme [Lamb,
Dixon, 1997].

Cuuraror, uTo CynepoKcHaHbIA pamukan [Jabs et al., 1996] u H O, [Levine et
al., 1994] sBnsitoTCSl CUTHAJIAMU, BEYIIUMH K THOCITH KIIETOK. H,0, ysenununsana
AKTUBHOCTH (PepMEHTA TUAPOKCHIIA3bl OCH30iHON kucaoThl [Léon et al., 1995a, b],
HEOOXOIMMO} JUIsl CHHTE3a CaluIMIoBok kucioThl. [Tokasano, uro H O, aktusupy-
er pochomunazy A, [Stennis et al., 1998] u nunokcurenasy [Doares et al., 1995a] B
JIUTIOKCUTCHA3HOW CUTHAIBHON CHCTEME.

NO-cuHTa3Hasi CUTHAJbHAsl cUcTeMa. B MMMYyHHON cHCTEME KMBOTHBIX
(manpumep, B Makpodarax, yonuBarommx 0akTepur) Hapsiay ¢ peakKiMOHHBIMU (op-
MaMH KUCIIoposa JieiicTByeT okcuch azora (NO), yeunuBaromas uX aHTAMUKPOOHOE
neiicteue [Schmidt, Walter, 1994; Nathan, 1995]. Kpome Toro, NO perynaupyer To-
HYC COCY/IOB M BBITIOJHSIET (YHKIMIO MEIMaTopa HEPBHOW U MIMMYHHOW CHCTEM Op-
raau3ma sxuBoTHOro [[Imurtpues, 2003]. B pacterusx NO QyHKIIMOHUPYET KaK CUT-
HaJIbHOE BEIECTBO NPHU MPOPACTAHUU CEMSIH, POCTE KOPHEH, 3aKPbIBAHUHU YCTHUI U
B 3aIUTHBIX PEAKIMSAX B OTBET Ha OMOTHYecKHe U abnoTuyeckue crpecchl [Delle-
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donne et al., 1998; Durner et al., 1998; Lamattina et al., 2003; Desikan et al., 2004;
Wendehenne et al., 2004; Delledonne, 2005].

B TkaHsX JKUBOTHBIX apruHUH NoA AericTBeM NO-CHHTa3bl MPpeBpaliaeTcs B
nutpyuiH 1 NO [Schmidt, Walter, 1994]. AktuBHOCTB 3TOTO (pepMeHTa ObLIa 00-
HapykeHa B pacreHusix [Cueto et al., 1996; Delledonne et al., 1998], npuuem BTM
WHAYIHPOBAJI TIOBBILICHNE €TO aKTUBHOCTH B YCTOMYHMBBIX PACTCHUSIX, HO HE BIIHSII
Ha akTUBHOCTH NO-CHHTa3bl B UyBCTBUTENBHBIX pacTeHusix [Durner et al., 1998].
Onnako ObLia BbIsABICHA ObICTpas akTuBalus cuHTe3a NO B BepXHUX He3apakeH-
HBIX JIUCTHSX pacTEHUI TOMAaTOB, UyBCTBUTENBHBIX K BTM, yixe yepes 0,5 cyT nocne
WHOKYJISILIMY 3TUM BUPYCOM HIKHUX JHcTheB [Fu et al., 2010]. 3apaxxenue cycneH-
JUPOBAaHHBIX KJIETOK cou OakTepusiMu Pseudomonas syringae pv. glycinea crumy-
nposaio npoaykuuio NO, Ho HHrHOUTOpsl NO-CHHTA3bl CHUKAJIH €€ HaKOIICHUE
B MH(UIMPOBAHHBIX KIEeTKax 1 Onokuposanu ux rudens [Delledonne et al., 1998].
Kpowme Toro, okcup asora odpasyercs n3z NO, He(epMEHTATUBHBIM IyTEM IPH y4a-
CTHH KapOTHHOUIOB 1o jAeiicTBueM cera [Cooney et al., 1994] wiu ¢ moMoIpo
HAJl®+H-nurparpeaykrassr [Wildt et al., 1997].

Camuumnoas kucnora 1 NO aktusupoBanu SIPK (mporenHkuHasy, HHIyIU-
pyeMyIo canuuuiaoBoi kuciotoit), Ho He WIPK (mporenHknHa3y, akTHBUPYEMYIO
nopanenriem) [Kumar, Klessig, 2000]. XKacMoHOBasi KUCIIOTa ¥ STUIICH HE BIUSIN
Ha aKTUBHOCTH 9THX (PEPMEHTOB, XOTSl OHH CLIOCOOHBI aKTHBUPOBATH APYyTHE MPOTe-
WHKUHA3bl. AOcn30Bast KUca0Ta BKIoYana NO-CHHTa3HYI0 CUTHAIBHYIO CUCTEMY
[Wu et al., 1997]. IToBeimennas konueHTpanus NO akTHBHpOBaa TyaHUJIATIHKIa-
3y, KOTOpasi KaTaJlM3upyeT CUHTE3 HUKINYEeCcKOoro ryaHosnamMoHodocgara (ul MD)
[Schmidt, Walter, 1994; Nathan, 1995; Durner et al., 1998]. Bsuto moka3ano, 4to
ul'M® yuacTtByeT B MHAYKUMH 3Kk30reHHOH NO cuHTe3a ¢uroanekcuHoB [Nori-
take et al., 1996]. O6HapysxeHo, 4To I M@ aKTHBHPYET NPOTEHHKUHA3BI HEMTOCPEI-
CTBEHHO WJIM 4yepe3 obpasoBanue nukinndeckoi AJ1D-pubo3bl, KOTOpas OTKPHIBACT
Ca?" kaHaJbl U TEM CaMbIM TOBBIIIACT KOHIIEHTPAI[MIO HOHOB KaJIBIHS B IIUTOILIA3-
M€, YTO B CBOIO OY€pPE/ib, IPUBOAUT K akTHBalu Ca’’-3aBUCHMBIX IIPOTEUHKHHA3, U
B KOHEYHOM HTOTE, BBI3bIBACT dKcIpeccuto reHa PR-1 [Durner et al., 1998].

IIporonnasi curHajbHasi cucrema. Jlenonspuszanus miazmMajieMMbl — OfHA
13 HauboJee paHHUX peaKHid KIETOK Ha ACHCTBHE aOMOTUYECKUX M OMOTHYECKUX
(axTopoB, HampUMep, TAKUX KaK CHUHUH CBET, THIIEPOCMOTHYECKHH M XOJIOJOBOM
CTPECCHI, DIIUCUTOPBL. JTa JAeNONsApU3alysi 00yClIOBICHa H3MEHEHUEM aKTHBHOCTH
MOHHBIX KaHaIoB B azmanemme [Spalding, Cosgrove, 1992; Cho, Spalding, 1996;
Lewis et al., 1997; Lebrun-Garcia et al., 1999; Zingarelli et al., 1999]. Taxxe no-
Ka3aHo, YTO DJIMCUTOPHI BBI3BIBAIOT OBICTPOE KPaTKOBPEMEHHOE yBETHMUYCHHE KOH-
LEHTPALKX HOHOB KaJIbLUs B IUTOIIA3ME 32 CUET UMITOPTa U BBIXOJIA U3 KIICTOUHBIX
KOMITAPTMEHTOB, AKCIIOPT MOHOB XJOpa U UMIOPT MOHOB BOJOPOAA, MOJKUCIEHNE
nuroruia3mel [Kadota et al., 2004].

[Tonkucaenne MUTOIUIa3MbI IPU BO3EHCTBUM AIUCUTOPOB MOXKET BHI3bIBATH-
csl pa3HbIMM IpUYMHAMHU. [[oMHMO UMIOpPTa NPOTOHOB B LIUTOIJIA3MY U3 MEKKJIIe-
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TOYHOU JKUJIKOCTH MTPOUCXOJNT BBIXOJ MPOTOHOB M3 BaKyoJ B uToriazmy [Roos
et al., 1998]. YcTaHoBIIEHO, YTO SIMCUTOP aKTHBUPYET (ocdomunaszy A, koTopas
KaTalnu3upyeT HakomieHue nu3odochaTunminxonnHoB. OHU aKTHBHPYIOT TOHO-
mwiactHeiii HY/Na*-aHTHnoprep u TeM caMbIM YCHJIMBAIOT BBIXOJ MOHOB BOJIOpOJA
u3 Bakyonu [Viehweger et al., 2002]. B momkucieHun 1UTO30JI1 U TOAIIETIaYHBa-
HUU MEXKJIETOUHOH )uakoctu yuactByeT HAJIOH-okcuaasza, gokain3oBaHHAsS B
miazmanemme [Pugin et al., 1997]. YBennyeHre KOHIIGHTPAIUA MOHOB KaJbIUs B
LUTOILIa3Me KJIIETOK MOXKET HHTHOMPOBATh POTOHHYO oMty (H'-ATdazy) mytem
¢dochopunuposanus [Kinoshita et al., 1995; Lino et al., 1998; Fuglsang et al., 2007].
CHmxenne aktuBHOCTH H*-AT®a3bl NPpUBOIUT K TOPMOKEHHUIO HKCIIOPTA ITPOTOHOB
W3 KJIETKH U TEM CAMBIM K MTOAIIEIaYMBAHUIO MEKKICTOUHOMN KHIKOCTH, YTO B CBOIO
odepe/ib BKIIHOUAST DKCIpeccuto 3amuTHbIX TeHoB [Schaller, Oecking, 1999; Otte
et al., 2001]. CnenoBarensHo, H"-AT®a3a y4yacTByeT B curHaabHOM TyTH. OHAKO
OBLIIO MOKA3aHO, YTO H3MEHEHUsT pH MEKKICTOYHOMN KUJIKOCTH HE COTTPOBOKIAIOTCS
aktuBanuei MAP-kuHa3zHoro kackana, To ecTh nmpotonHas u MAP-kunasHas cur-
HaJIbHBIC CHCTEMBI JCHCTBYIOT napasuieibHo [Higgins et al., 2007].

Bce Ti u3MeHeHus: IPUBOJIAT K Pa3BUTUIO TAKHUX 3AIUTHBIX PEaKIUi pac-
TEHUH, KaK OKHCIUTEIbHBIA B3PbIB, CBEPXUYBCTBUTEIIbHAS HEKPOTU3AIUS KJICTOK,
axtuBaiyst MAP-kuHa3 u AByX (hepMEeHTOB ()EHWITPONIAHOUHOTO IMyTH ((peHmIa-
JaHMHaMMuakiuasel U O-audenonverurpancdepasbl), HakoruieHne PR-Oenkor
u ¢utoanekcunoB [Mathieu et al., 1994, 1996; Simon-Plas et al., 1997; Tena, Re-
naudin, 1998; Lebrun-Garcia et al., 1999; Roos et al., 2006]. Dkcnpeccust B pac-
TEHUSAX BCTPOCHHOTO 0AKTEPHAIILHOTO TeHa, KOJUPYIOIIETO OeIOK OaKTEPUOOIICHH,
BBITIOJTHSIFOIIIETO POJIb TPOTOHHOM MTOMITBI, IIPUBOJIMIIO K BCTPAUBAHUIO ATOTO OeiKa
B IJIa3MaJIEMMY M WHIYKIIMH CIIOHTAHHOW CBEPXUyBCTBUTEIBHOMN peakiuu [Pontier
et al., 2002]. [TomoOHO AMUCUTOPAM UCKYCCTBEHHOE MOJIKUCIICHUE ITUTOTIA3MBbI BbI-
3bIBasIo HakorieHne HPHK, HeoOXonuMBbIx Juist CHHTE3a (eHIIaTaHnHAMMUAKIIHA-
3bl U 3-TUAPOKCH-3-MeTminTyTapar-KoA-peaykrassl (iepBoro (epMeHTa u3ompe-
HOMJIHOTO IyTH) B KyNbType KJeTok Tabaka u puca [He et al., 1998; Lapous et al.,
1998].

[ToMHMO MEpPEUNCIIEHHBIX CUTHAJIBHBIX CHCTEM OOJIBIIIOE 3HAUYCHUE B Iepeia-
Ye CUTHAJIOB 00 arake IMaTOreHOB U PAa3BUTUU 3alIUTHBIX PEaKIUN UIPAeT CaIHIIH-
soBast kuciota. Ee posb Oyner moxpoOHee onmcaHa B riaBe 7. Kpome Toro, HetaBHO
OBLIO YCTAHOBJICHO, UTO B PACTEHUSIX UMEETCS €Ille OJ[Ha CUTHAJIbHASI CUCTEMa, CBSI-
3aHHAs C 3allUTON OT maroreHoB. KOMIIOHEHTHI €¢ MOKa He U3BECTHBI, HO ITOKa3a-
HO, YTO U3MCHEHHE OasilaHCa >KUPHBIX KUCIOT MPHUBOAUT K WHAYKIUU DKCIPECCUU
R renoB. Tax, y pacrenuii 4. thaliana nmeercs ren SSI2, koTopblil kKogupyet dhep-
meHT SACP(stearoyl-acyl carrier protein)-gecarypasy. ToT (epMEHT mpeBpalaeT
CTCapUHOBYIO KHCIIOTY B OJICMHOBYIO KHCIIOTY. MyTalys 3TOTO reHa MPHUBOJIUT K
HAKOILJICHHIO CTEApPUHOBOW KHUCIIOTHI U K CHIXKCHHIO COJICPYKAHUSI OJICMHOBOM KHC-
JIOTBL. MyTaHTHBIC PACTEHUSI XapaKTePU3YIOTCSI 33]ICPIKKON pOCTa, CIIOHTAHHBIM 00-
pa3oBaHHEM HEKPO30B, IOCTOSIHHOM dKcTpeccucii reHoB PR-0elkoB 1 MOBBIIIICHHOH
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YCTOHYMBOCTBIO K OAKTEPHsIM, OOMUIIETAM W BUPYCY MOPIIMHUCTOCTH TypHEICa
[Kachroo et al., 2001; Shah et al., 2001; Chandra-Shekara et al., 2007; Kachroo
et al., 2008]. [IpudyeM yMeHbIIICHHE COCPIKAHUS OJICMHOBOM KUCIOTHI BIUSCT HA
AKCIPECCHI0 R TEHOB HE3aBUCHMO OT CHUTHAJIBHOM CHCTEMbI CATHIIUIOBOI KUCIIOTHI
[Shah et al., 2001; Chandra-Shekara et al., 2007].

Takum 00pa3oM, B KJIETKaX PACTCHHU CYIIECTBYET CKOOPIMHHPOBAHHAS CH-
CTeMa CHTHAJIBHBIX ITyTEH, KOTOPhIE MOTYT JISHCTBOBaTh HE3aBUCUMO JIPYT OT JIPY-
ra wim coodma. OCoOEHHOCThIO Pa0OThI CUTHAILHOM CUCTEMBI SIBISCTCS YCUICHUE
CUTHAJIa B MPOIIECCE ero mepe/iadn. BriroueHne CUTHAIBHOW CUCTEMBI B OTBET Ha
BO3/ICHCTBUE Pa3IMYHBIX CTPECCOPOB (B TOM YHCJIC U IATOTCHOB) TPUBOIUT K aKTH-
BallUU KCIIPECCHH 3alUTHBIX TCHOB U MOBBIIICHUIO YCTONYUBOCTH PACTCHUH.

5.5. YMonkaHue reHoB

OnHUM M3 3aILMTHBIX MEXaHW3MOB PACTEHHUM SIBISIETCS YMOJKAaHHE I'€HOB
(RNA silencing mmm RNA interference) — perynsiust S3KCIpeccU TeHOB HA OCHO-
Be cnenupuueckoro ysHasanus u aerpazauuu PHK. Brnepsbie ymonkanue reHos
y BBICIIMX PACTCHHH ObUIO OOHAPY>KEHO B OIBITAX C TPAHCTCHHBIMU PACTCHUSMH
netynud. I1pITasicb NOMy4uTh COPT METYHUH C OoJiee SIPKUMHU OOPIOBBIMHU JIETIECT-
KaMH, TCHETUKU BBEJIM B €€ KJICTKH I'€H XaJIKOHCHUHTa3bl — (epMEeHTa, KaTalnu3u-
pytoiero oopasoBanue nurMeHTa. OTHAKO BMECTO OXKHJIAEMOT0 YCHIICHUSI OKPACKH
LBETOB OBLI MOJIyYeH 00paTHBIN 3((EKT: HEKOTOPBIE TPAHCTECHHbIC PACTEHUS UMEIIH
OeJible MM ISTHUCTBIC LUBETKHU. [Ipu 3TOM y pacTeHuil ¢ OesbIMU BETKAMHU TPaHC-
KPHILKUS SHIOTCHHOI'O U BCTPOCHHOI'O I'€HOB Obla CHJIBHO mozasieHa. [loatomy
9TOT (peHOMeH moyunia HazBaHue kocymnpeccun [Napoli et al., 1990; van der Krol
et al., 1990]. 3arem aHaJOrHMYHBIC PE3yIbTATHl OBLIM TIOXYYECHBI B ONBITAX C TPAHC-
IEHHBIMH PAacTEHHUSMHU, B T€HOM KOTOPBIX BCTpPaMBald BUpPYCHBbIC TeHbl. [Ipuuem
BUPYCOYCTOMYMBOCTbH PACTEHHMH, IKCIIPECCUPYIOLINX BUPYCHBIC OCNIKHU, OblIa HIKE,
YeM y PacTeHHUI CO BCTPOCHHBIMU HETPAHCIMPYEMbIMU BapUAaHTAMU BUPYCHBIX T'e-
HOB [de Haan et al., 1992; Lindbo, Dougherty, 1992a; van der Vlugt et al., 1992].
BupycoycroitunBocTh KoppenupoBaia ¢ paspyuieHueM TpaHcrenHod nPHK B nu-
torasme [Lindbo et al., 1993], compoBokaanack HaKOIUIEHHEM KOPOTKHUX (IIpH-
MepHO 25 HykieoTunoB) asyxuenodedHbix PHK [Hamilton, Baulcombe, 1999] u
obuta cukBeHc-criennduaHoi [English et al., 1996]. CukBenc-cnenunduyunas ycTou-
YUBOCTb MJIM ITOCTTPAHCKPUIILIMOHHOE YMOJIKaHUE TeHOB (post-transcriptional gene
silencing, PTGS) nposiBnisinack y TpaHCTEHHBIX PaCTEHH HE TOJBKO K TIEPBOHAYAIb-
HO MCIIOJIb30BAaHHOMY BUPYCY, HO M K APYT'MM BHPYCaM, UMEIOIIUM I'OMOJIOTHYHbIE
nocienoBarensHocTh [Ratcliff et al., 1999]. B Hacrosmee Bpemst yxe UMEIOTCSI TIPH-
MEpbI UCTIOB30BAHUS MEXaHU3Ma YMOJIKAHHSI TEHOB JJIsl CO3JaHUsl BUPYCOYCTOHYN-
BBIX pacTeHUil myTem TpaHcrenesa [ Tpudonosa u ap., 2007].

ComnracHo coBpeMeHHBIM mpesncTaBieHusM [Bucher, Prins, 2006; lopoxos,
2007] u3BECTHO TPU MEXaHMU3MA YMOJIKAHUS [€HOB Yy PACTEHUN: HUTOIIa3MaTH4e-
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CKO€ yYMoOJKaHHe TpaHcreHHBIX U BUpycHbIX PHK, ymonkanue snnorennsix nPHK,
TPAHCKPUIILIMOHHOE YMOJIKaHUE FeHOB.

Huronaazmarudeckoe ymoukanne PHK. CunresnpoBanHas TpaHCreHOM
ognocrtmpansHast ”PHK npeBpamaercs B nBycnmpanshyio (ds) PHK npu yuactin
xo3stiickoro (¢epmenta PHK-3aBucumoii PHK-nonmumepaser (RdRp). Otot dhepment
oOHapy»kKeH y pacTeHH MHOTHX BUOB. [loHMKEeHHAas! SKCTIpeCcCHs TeHa, KOIUPYIOLIe-
ro RdRp 1, mpuBoauna k 6onee MHTEHCHBHOMY HAaKOILJICHUIO Y-BHUpYyca KapTodeis B
pacrenusx Tabdaka copra Camcyn NN U K CHUKEHHIO COJCpP)KaHUsI albTepHATUBHOMN
MHUTOXOHIPHAJIBHOW OKCHAA3bl, MHTHOUTOPA BUPYCHOHN PEIUTMKALMK U TPAHCKPHII-
uuonHoro ¢akropa ERF5 [Rakhshandehroo et al., 2009]. [Ipu 3apakeHnn pacTeHui
PHK-conepxammmu BUpycamMu B KJIETKax cuHTe3upyercs BupycHast RARp, kotopas
oOpa3yeT BupycHyto perutrkaruBayto dsPHK (cm. riaBy 3). Otu dsPHK Bruirouaror
MeXaHM3M CHKBeHc-crienupuuHoi aerpaganuu PHK, maaynupys noBblmeHne ax-
tuBHOCTH crnieuuduueckoit PHKaswr 111, rugponusyromeit dsPHK. Ototr depment
BIIEpBbIC OBLJI BBISIBJICH B KIIeTKax Drosophila v momyuwnn nazsanue Dicer [Bernstein
et al. 2001]. ¥V pacrenwuii ananorunynsiii pepment HazBanu Dicer-like (DCL).

['eHoMBI yenoBeka, MbIIICH M HEMaToJ colepXkar Mo ogHoMmy reHy Dicer, y
HACEKOMBIX U TpHOOB — 10 aBa reHa. Y pactenuit reHoB DCL 6onbiue: A. thaliana
— 4eTbIpe reHa, tonoib Populus trichocarpa Torr. & A. Gray — nsith, puc Oryza
sativa L. — mects [Margis et al., 2006]. Y pacrennit A. thaliana DCL1 yuactByeT B
obpaszoBannu miPHK, DCL2 — siPHK, DCL3 oTBeTCTBEHEH 32 MOJU(PUKAIHIO XPO-
maruHa, DCL4 — tpanc-geiictBytomux siPHK. MukpoPHK (miPHK) — dsPHK mu-
HOM 21-25 HYKJICOTH/IOB € IBYMSI HEKOMIUIEMEHTAPHBIMHU 3’ -HYKJICOTHIaMH 00pasy-
10TCs Tpu Hape3anuu kinetounsix mmuiednbix PHK. Kopotkue untepdepupyromue
PHK (siPHK) — dsPHK pnunoit 21-25 HyKI€0THAOB ¢ AByMS HEKOMILIEMEHTapHbI-
MU 3’-HyKJIeoTHIaMH U MOHOQochaToM Ha 5’-KoHIIe 00pa3yloTcsl MPH Hape3aHUH
JUIMHHBIX TpaHcreHHbIX U BupycHbix dsPHK. Tpanc-aetictyromue siPHK — mono6-
Ho miPHK kommemenTapHo B3aumoseiictyror ¢ uPHK npyroro mokyca.

®epmentsl DCL SBASIOTCS MYJTBTHKOMIOHEHTHBIMU O€JIKaMU M COAEPIKaT
OIIMH Wi Oonee 1oMeHOB, cBs3biBatomx dsPHK, curnan simepHoil nokanuzamum,
JBYXJIOMEHHYIO Xenunkasy, AByxjoMeHHyo PHKasy III, a Takxe PIWI, Argonaute,
Zwille (PAZ) nomeH, obecrieunBarOIni crieliuGruecKoe B3aUMOICHCTBUE C JABYMSI
HecrnapeHHbIMU 3’-HyKJIeoTuaamu. Kpome toro, Bce nzBectble pepmentsl DCL co-
nepkat qomen Duf283 ¢ HewsBecTHOI (yHKIMel. B pesynprate B3anMoaencTBus
dsPHK ¢ DCL2 xaxnas uens dsPHK paspesaercst B AByX MecTax, OTCTOSIIIUX APYT
OT Jipyra Ha 2 HykJeoTHaa ¢ oopazosanuem siPHK.

Ha cnenyromem srane siPHK pacruteratorcss AT®-3aBucuMoit xennkaszoi u
onHa 1enb (guide strand) Brirouaercs B Tak HasbiBaeMblii RISC (RNA-induced si-
lencing complex), rae KoMIUIEMEHTapHO cBs3bIBaeTcs ¢ BupycHoil PHK-Mutensro.
Benok Argonaute (Ago), ocHoBHOM kommoHeHT RISC, pazpezaer PHK-mumens B
ydacTke KoMmIuieMeHTapHoro BzaumoneiictBusi ¢ siPHK. Benkn Ago BbIsiBieHBI B
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cocraBe RISC y Bcex M3yueHHBIX OpraHu3MoB. B HacTosiee BpeMsi B PacTCHHUSX
uaentuduuuposano 10 6enkos Ago.

Ymonkanue 3un0rennbix UPHK, BoizBannoe miPHK. Oto mexanusm pe-
TYJSIOAM DKCIIpeccuy reHoMa pacteHuid ¢ nmomoursto miPHK. ¥V pacrenuit miPHK
oOpazyrorcsi B Tpu dtana npu ydactud DCLI1. Cuaauana cuntesupoBannas PHK-
nomumMepasoii I pri-miPHK npespamaercs B pre-miPHK, xotopas nmpeobpasyercs B
Oornee KOpOTKUH NpealecTBeHHUK. 3ateM Gopmupyetcs 3penas miPHK [Kurihara,
Watanabe, 2004]. ¥V pacrenwnii A. thaliana wnentudunuposan 6enoxk HASTY, He-
oOxoaumebIit st meperoca 3peibix miPHK min xommiekca miPHK-DCL1 u3 smnpa
B rutoruiazmy [Bollman et al., 2003; Park et al., 2005]. Ha Bcex atanax co3peBaHus
miPHK yuactByer dsPHK-cBsi3piBatomuii 6enok HYL 1, ciocoOHbIH BXOAUTH B KOM-
mwiekc ¢ DCL1 u Ago [Kurihara et al., 2006]. 3arem miPHK, nono6no siPHK, B3au-
moneiictByetr ¢ RISC, rne xoMruieMeHTapHO cBsI3bIBacTCsl ¢ 3HAOreHHbiMu PHK
u 6enok Ago paspesaer PHK-mumens. KonnvecTBo naeHTHPHUINPOBAHHBIX pacTu-
tenbHbix UPHK, y kotopeix ects cnennduueckne miPHK-naptaepsl, moctosHHO
YBEITMUUBACTCSI.

TpanckpunuUOHHOE YMOJIKAaHHe T'eHOB. BriepBbie 3TOT MeXaHN3M ObLI BbI-
SIBJICH Y TPaHCTEHHBIX pacTeHHH Tabaka co BCTPOSHHOM mocienoBarensHol KIHK
BHPOHJIa BEPETCHOBUIHOCTH KITyOHEH KapTodes, KoTopasi MeTHIIMpOBajiach Mocie
3apakeHus: BupouoM. ABTopsl [ Wassenegger et al., 1994 ] npuiuim k 3aKiI04eHuIo,
yto pernuupytomasics Bupouanas PHK Bei3biBaeT crierudruanoe METHIMpOBaHUE
TOMOJIOTHYHBIX MOCIIEJOBATEIBHOCTEH B PACTUTEIBHOM T'eHOME. DTOT (heHOMEH TO-
nyqun HazBanue PHK-3aBucumoe metunuposanue JIHK. [To3ske Ob110 AeficTBUTENB-
Ho moka3zano [Mette et al., 2000], uto sxcnpeccust dsPHK npomoTtopabix nocnenosa-
TENBHOCTEH BKIIIOYAET CUKBEHC-CIEHU(UUHOE METHIIMPOBAHKE 3TUX TIPOMOTOPOB C
MOCIEYIOIUM TPAHCKPUIIIHOHHBIM YMOJIKAHHEM. DTOT MPOLECC OCYIIECTBISETCS
npu yuactun crequduyecknx siPHK u mogudunuposannoro ructona [Zilberman
et al., 2003]. B PHK-3aBucumom metunuposannu J{HK de novo yuactsyror JTHK
MeTtuaTpancdepassl | u 2, a ruCTOHAMALIETHIIAa3a 6 YCUIIMBAET UX aKTHBHOCTb, YTO
MIPUBOJHUT U3MEHEHHIO TeTEpPOXpOMAaTHHA B YUacTKe JJoKyca-mMulienu [Matzke et al.,
2004].

PacnpocTpanenue yMoJIKaHusl TeHOB IO pacTeHHI0. Bo MHorux paborax
MOKa3aHO, YTO YMOJIKAHHE I'€HOB, BO3HUKHYB B KaKoi-HUOYIb KJIETKE, pacipocTpa-
HSIETCS TI0 PAaCTEHUIO, BBI3BIBAasi CHCTEMHOE yMOJIKaHHe TeHa-mumenn [Palauqui et
al., 1997; Voinnet, Baulcombe, 1997; Voinnet et al., 1998; Fagard, Vaucheret, 2000;
Mlotshwa et al., 2002; Ryabov et al., 2004; Voinnet, 2005; Tournier et al., 2006].
Curnan yMonKaHHs NepeMeliancs OT KIETKH K KIeTKe Mo TazmMoaecmam (Ommxk-
HUH TpaHcnopT) Ha pacctosinue 10-15 Ki1eTok OT MecTa MHAYKUUH U 10 (riosMe B
JpyTHe OpraHbl (JaJbHU TpaHcnopt). Bo3MoxHO, 3TH ABa BUa TpaHCIIOPTa UMe-
10T pa3MYHble MEXaHW3MBI, TaK KaKk OHH HEOJMHAKOBO MHI'MOHUPOBAIHCH COJSIMH
KaJMHs1, BUPDYCHBIMH OenkaMu 1 reHHbIMH MyTauusimu [Ueki, Citovsky, 2001; Him-
ber etal., 2003; Schwach et al., 2005]. Tak kak B mporecce TpaHCIOPTa CUTHAI
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YMOJIKaHHS T€HOB MOXKET CHIIBHO Pa30aBIlsiThCA, TO HEOOXoAMMa ero amruinduka-
LU B KIIeTKax-penunuentax. OHa ocymiectsisiercs mpu yuactur RARp u xennkaszsr
[Palauqui, Vaucheret, 1998; Himber etal., 2003; Garcia-Perez et al., 2004; Schwach
et al., 2005].

Curnan yMolkaHHus T€HOB TPaHCIOPTUPYETCS KaK BBEpX, TaK M BHU3 TIO pac-
TEHUIO0, HO BBepX Oosiee akTuBHO [Voinnet et al., 1998; Sonoda, Nishiguchi, 2000].
OnHako B KJIETKax KpalHUX 30H MEPUCTEM CTEOJSi M KOpHS YMOJIKaHHE TCHOB HE
00HapyXEHO, YTO CBUACTEIBCTBYET 00 OTCYTCTBUU TPAHCIIOPTA CHUTHANA yMOJIKa-
HUS B 3TU 30HBI HJIM HE CIOCOOHOCTH 3TUX KJIETOK OTBeuarh Ha curHai [ Voinnet et
al., 1998].

[Ipupona curHana ymoJkaHusi TEHOB MoKa HesicHa. [lokaszaHo, 4yTo pacmpo-
CTpaHEHHE YMOJIKaHMs BCETJa CTPOr0 CHKBEHC-CIEUN(UYHO, O3HAYast, YTO CUTHAI
siensiercst uiu dsPHK wiu siPHK [Himber etal., 2003; Mallory etal., 2003; Dunoyer
et al., 2005]. Bo ¢mosmMHOM coke pacTeHHH ObUTH OOHAPYKEHBI KaKk KOPOTKHe [ Yoo
et al., 2004], Tak u 6onee muHHBIE Monekyinsl PHK [Ruiz-Medrano et al., 1999;
Haywood et al., 2005]. B coke Taxxe ObLT HaliJICH HU3KOMOJICKYJISIPHBIN OCJIOK, CIIO-
cOOHBIH cBsA3bIBaTh 25-HykineoTuaHbie ssSPHK u Ob11o mokasano, 4to OH MOXKET CO-
neiictBoBarh OmmkHeMy Tpancnopty 3tux PHK, o ne dsPHK [Yoo et al., 2004].

Bupycusie cynpeccopbl yMoikanusi renoB. HecMoTpst Ha Hanmmuue y pacre-
HUH 3P PEeKTUBHOTO 32U THOTO MEXaHN3Ma, 0CHOBAaHHOTO Ha CHKBEHC-CIIEIU(UIHOM
y3HaBaHUM U Aerpagauuu BupycHbix PHK, MHOTHE BHpYCHI MOpakaloT pacTeHUsI.
Jeno B TOM, YTO B XOJI€ HBOJIOLUHU BUPYCHI IPHOOPETH CIOCOOHOCTH MPEOI0IICBAT
kietounylo 3amuTy. Kak ykaseisan FO.JI. lopoxos [2007], nBa criocoba — ObicTpas
cOOopKa BUPHOHOB M KOMIAPTMEHTAIU3aLUsl — OBUIM M3BECTHBI 38JI0JT0 10 OTKPbI-
TUSL yMoNKaHus reHoB. COOpKa BUPHMOHOB («OJIEBaHME» BUPYCHOW HYKJIEHHOBOM
KHCJIOTHI OeNTKOBOW 000JI0YKOH) M KOMIapTMEHTaIu3auus (pasMenieHue BUpYyCHO-
ro mMarepuana B 000COOJICHHBIX, KaK MPaBHiI0, MeMOpaHaMH y4acTKaxX KIJIETOK) SIB-
ns10TCa AQQPEKTUBHOMN 3aIIUTON BUPYCHOTO TeHOMa OT BozaencTuid. Kpome Toro,
HEKOTOpBIE BUPYCHI COACPIKAT TEHBI, KOAUPYIOIIUE CYIPECCOPbl YMOJIKAHUS TCHOB.
[lepBbIM HM3BECTHBIM W OJHMM K3 Hamboliee M3YYECHHBIX CYNPECCOPOB SBISETCS
cneunduuHas nporenHasa (helper component-proteinase HC-Pro), kogupyemas mo-
TuBUpycamu. Tak, ObUIO TIOKA3aHO, YTO B TPAHCTEHHBIX PaCTCHUSX Tabaka, SKcIpec-
CUPYIOIINX BCTpoeHHbIN reH HC-Pro, yBennuuBanoch Hakoruienue BTM u Bupyca
orypeuHoit Mo3auku [Pruss et al., 1997; Shams-Bakhsh et al., 2007]. Takoii adppext
ObL1 00ycoBieH TeM, yTo HC-Pro monasisier ymonkanue reHoB [Anandalakshmi et
al., 1998; Brigneti et al., 1998; Kasschau, Carrington 2001]. AkruBrocts HC-Pro
KaK CyIpeccopa oIpeaenseTcss aMUHOKUCIOTHBIMU ocTaTkaMy B no3unusx 180, 205
1396 [Wuetal., 2010]. B HacTosimiee BpeMs cynpeccopbl HASHTU(UIMPOBAHBI IPH-
MepHo y 30 BHpPYCOB pacTeHHI U )KUBOTHBIX. BUpyCHBIE cylipeccopbl HHTUOUPYIOT
HakoruieHue kopotkux PHK, a Taxke HeKoTOpbie U3 HUX CIIOCOOHBI CBS3BIBATHCS C
siPHK u miPHK [Bucher, Prins, 2006; JTopoxos, 2007]. Tak:xe ObLIO yCTaHOBJICHO,
YTO MyTaHTBl X-BUpyca KapTodeis, He crocoOHbIe TIOAABIATh YMOJIKAHUE TCHOB,
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HE MOTJIM TPaHCIIOPTUPOBATHCS OT KIETKH K KieTke [Bayne et al., 2005]. Bupychsie
CYIpPEeccOopbI BIUSIOT Ha Pa3BUTUE PACTEHUI U (popMUpOBaHNE CUMIITOMOB 3a00Je-
Banus [Bartel, 2004; Chapman et al., 2004; Jones-Rhoades et al., 2006; Zhang et al.,
2006].

HenaBHo s m3yueHus QyHKIMH T€HOB pacTeHUH ObLI pa3paboTaH MeTo[
BUpyc-uHaynupoBanHoro nonasineHus reHos (VIGS, or Virus-Induced Gene Si-
lencing), OCHOBaHHBIN Ha MCMOIB30BAaHUN MEXaHW3Ma YMOJIKAHHUS T€HOB IO BIUSI-
HUEM BHPYCHOTO BEKTOpa, UMEIOIEro B CBOEM I'€HOME IOCIEe10BaTeIbHOCTh TeHa
pacTeHHsA-X035IMHAa. DTOT METOJ YCIIEIIHO HCIONIb3yeTcs Ul MOJAaBIEHUS] TEHOB,
KOTOpBIE UTPAIOT BaXKHYIO POJIb B IIPOLIECCAX POCTa U PA3BUTHUS paCTEHUH, Iepeiaue
CUTHAJIOB M 3alllUTe pacTeHHil OT HeOmaronpusaTHBIX (aktopoB cpexsl [I1lao u ap.,
2008]. Tak, HampuMep, BUPYC-MUHIyLIMPOBAHHOE YMOJIKAHHE T'€Ha, KOJUPYIOIIEro
oenok RPNY, seastomierocs cyobenuuuiieit 26S mpoTeacoMbl, IOMHUMO UHTHOUPO-
BaHUS CHCTEMHOTO TPAaHCIOPTa BUpyca MPUBOAMIO K HEPAaBHOMEPHOMY Pa3BUTHIO
COCY/IOB KCHJIEMBI U (pJIOAMBI, BIMsSAS Ha TPAHCHOPT ayKCHHOB M OPacCHHOCTEPOH-
J0B. OTH (PUTOTOPMOHBI MIPAIOT 3HAUYUTEIBHYIO pOJb B (JOPMHUPOBAHUU TPOBOJISI-
et cucremsl [Jin et al., 2006].



6. O6PA3OBAHME JIOKAJIbHbIX HEKPO30B
Y CBEPXYYBCTBUTEJIbHbIX PACTEHUA

JlokanpHBIE HEKPO3bI Y CBEPXUYBCTBUTEIBHBIX PACTEHUI 00pasyroTcs B pe-
3yabpTare THOen HHOUIMPOBAHHBIX KJIETOK B MECTe BHeApeHHs naroreHa. CMepTh
KJIETOK TIPUBOJUT K BBIZCICHUIO B MEKKIIETOUHOE TPOCTPAHCTBO AHTUTIATOTEHHBIX
(hepMeHTOB W METabONHMTOB, OJIOKHPYET TpPaHCHIOPT HH(EKIIMOHHOTO Hadajga I10
pPacTeHHIO, BBI3BIBACT DIUMHUHAILIMIO TAaTOTeHa. B Xome HeKpoTH3almuu KIETOK 00-
pasyroTcs CUTHAIBHBIC BEIIECTBA, KOTOPHIE aKTHBUPYIOT 3alUTHBIE MEXaHU3MBI B
COCEHUX W OTJAJICHHBIX KJIEeTKaX. Bce 3T mporecchl, B KOHEYHOM HUTOTe, CIIOCO0-
CTBYIOT BBI3ZIOPOBJICHHIO pacTeHus. [[09TOMy TOHSATEH WHTEpeC UCCIeaoBaTeNeil K
HEKPOTH3AIINHU KIETOK MPH CBEPXUYBCTBUTENBHOHN peaknmu. OmyOnInKkoBaHO MHOTO
paboT, HO MEXaHU3MBI, BBI3BIBAIOIINE CMEPTH KJIETOK, ITOKA 0 KOHIIA HE M3BECTHBI.
Kitetku rubHYT B pesynbTare o0pa3oBaHUs COCTUHEHUN W CBOOOMTHBIX PaJIHKAIIOB,
TOKCHYHBIX KakK /Ui aToreHa, TaK W JUIs paCTUTEIbHON KieTku? Wnm y3HaBaHue
MaToreHa aTakOBAHHOM KJIETKOW BKIIIOYAET TC€HETHYECKH 3alpOTrPaMMHPOBAHHYIO
cMepTh KiIeTku? HemaBHue pe3ynbTaThl JAlOT BO3MOXKHOCTH IPENNOJIOKHTH, YTO
KJIETKH TIOTHOAIOT B pe3ysbraTe JeHCTBHSI 000MX ATHX MPOIECCOB.

Hexkpo3ssr 00pa3yrorcs He TONBKO y OOJBHBIX CBEPXUYBCTBUTEIBHBIX pacTe-
HUU. B pe3ynbrare 3apa)XeHUs BHPYCOM OpOH30BOCTH TOMATOB pacTeHHUI Tabaka
MIPOMCXOMIIA CHCTEMHAsT HeKpoTu3anus TucTeeB [Best, 1936]. Y pactenuii Taba-
ka copta White Burley, cuctemMmHO TopaXeHHBIX BUPYCOM KOJIBIICBOU TSI THUCTOCTH
Tabaka miau X-BUpycoM Kaprodens, GpopmupoBaauck Hekpo3sl [Goodman et al.,
1986]. Hekpo3bl, TOX0)KHE Ha JTOKAJIBHBIE HEKPO3bl Y OOIBHBIX CBEPXTYBCTBUTEIb-
HBIX PACTCHHM, OBLITM OOHAPYKEHBI Y KpallHEe yCTOMYHMBBIX pACTEHUH KapTOhers u
cou [Dehley, 1974; Kosanenko u ap., 19816; Jones, 1990; Hinrichs et al., 1998,
Carrortkmii u 1p., 2002]. OgHako OBUTO YCTAHOBJICHO, YTO KpalHsS yCTOWIHUBOCTH
pacteHuit kaprodens K X-BUpycy KapToders He BKIIOJaeT B ce0s oOpa3oBaHHE JIO-
KaJIbHBIX HEKPO30B B MECTE 3apakKeHUs, XOTs OCITKOBBIN MPOILYKT IKCIIPECCHH TeHa
Rx cTpyKTypHO MOX0K Ha MPOAYKTHI T€HOB, OTBETCTBEHHBIX 38 CBEPXUYBCTBUTEIb-
Hyto peaknuto [Bendahmane et al., 1999].

Habmionanm Hexpo3 KIETOK, HaKoIUIeHHe (DPUTOAJEKCHHA PUIINTHHA U yBe-
JUYEeHUE aKTUBHOCTH (DEPMEHTOB MEPOKCHAA3hl M TOIH(PEHOIOKCHIA3Hl TPH CO-
BMECTHMOU KOMOWHAIINY TPUO-pacTeHne, €CIIH pacTeHUS 00padaThIBaIA HE3aI0JITO
0 WK depe3 1-2 9 mociie 3apakeHus XJIopaM()EHUKOIOM WM CTPEITTOMHUITTHOM
[Kiraly et al., 1972]. IIpourcxoaus KoJIanc KJIETOK SIMAEPMHUCA U Me30(uiuia y
JyBCTBUTEJIBHBIX PACTCHHI sSTIMEHS copTa Atlas mpu 3apaskennn rpudbom Rhyncho-
sporium secalis (paca US238.1) 6e3 momaBnenus matoreHa [Lehnackers, Knogge,
1990]. O6utnpHBI HEKPO3 Pa3BUBAJICS B UYBCTBUTEILHBIX K Pseudomonas syringae
pv. boMBHBIX pacTeHmsx ToMaToB [Palmer, Bender, 1995].
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Knerku OOJBHBIX YYyBCTBHTENBHBIX PACTCHUH HE HEKPOTH3HPYIOTCS MPH
OOBIYHBIX YCIIOBHUSIX, HO TEIIOBast 00pab0TKa M pa3IMYHbIC BEI[ECTBA BBI3bIBAIIN T'H-
0eJb KIIETOK CUCTEMHO 3apa)KCHHBIX pacTeHHiH Oe3 jokanu3anuu Bupyca [Bawden,
Kassanis, 1954; Foster, Ross, 1968; 1975a,b; Shimomura, Ohashi, 1971; ['pama,
Haymenko, 1975; Baldzs et al., 1977a; Gianinazzi et al., 1977a; Ohashi, Shimomura,
1971, 1972, 1979a,b; 1982]. A.B. PeynoBsiM ¢ cotp. [Peynos, Haropckas, 1981; Pe-
YHOB 1 J1p., 1985; PeyHoB, [TonsaxoBa, 1986] ¢ momoIibto 31eKTpOHHOTO MUKPOCKOTa
ObUTH OOHAPYKEHBI KOJUTAIICHPOBAHHBIEC KJIETKH B JIUCThSIX UyBCTBUTEIBHBIX pacTe-
Hul Tabaka, 3apakeHHbIx BTM. B mpenaparax u3 310pOBBIX JHCTHEB TaKUE KIIET-
KM HE BBIIBILINCE. [10 MHEHHUIO smoHCKHX uccienoBareneii [Ohashi, Shimomura,
1982] rubens MHGUIUPOBAHHBIX KIETOK UyBCTBUTEILHBIX PACTEHHN HE SIBISETCS
CIJIC/ICTBUEM 3aLUTHBIX PEaKHi, XapaKTEPHBIX IS KIETOK CBEPXUyBCTBUTEIBHBIX
pacteHuii, a 0ObACHSIETCS CHM)KEHHEM CTaOWMIBHOCTH KIIETOYHBIX MeMOpaH B pe-
3yJabTare 3apaxeHus. Bo3aMokHO, KoJanc KJIeToK, onucaHHblii A.B. PeyHOBBIM
COTP., MPOUCXOIUII B pE3yJIbTaTe JOMOIHUTEIBLHOTO CTPECca B XO€ IPUTOTOBICHHS
penaparoB Jyisl SJICKTPOHHONH MUKPOCKOITUH.

MyTauuu y pacTeHui Mauca, sIMeHsi, puca u A. thaliana npuBeny K MOsB-
JICHHUIO PAaCTEHUMH, Y KOTOPBIX B OTCYTCTBHE TaTOreHa (Hampumep, Mpu MepeHoce ¢
OOBIYHOTO KOPOTKOAHEBHOTO (pOTOMEpHO/Ia HA JUTMHHOAHEBHBIN) B TUCTBSAX 00pa3o-
BBIBAJICh HEKPO3Bbl, MOXOKUE HA JIOKAJIbHBIC HEKPO3bl IIPU CBEPXUYBCTBUTEIBHOM
peakuuu Ha 3apaxenue naroreHoM [Walbot et al., 1983; Greenberg, Ausubel, 1993;
Wolter et al., 1993; Dietrich et al., 1994, Greenberg et al., 1994; Johal et al., 1995;
Weyman et al., 1995; Jabs et al., 1996]. beuu BeizieneHb! u3 pacTeHui manca [Gray et
al., 1997; Hu et al., 1998] u A. thaliana [Dietrich et al., 1997] reHsl, OTBeTCTBEHHBIE
3a (P OpMHUPOBAHHE HEKPO30B, MOJOOHBIX MAaTOr€H-UHAYIIHPOBAHHBIM HEKPO3aM.

V Isd (lesions simulating disease resistance) MyTaHTOB HEKPO3bI 00pPa30BbIBa-
JIUCh TP 3apaXCHUH MaToreHaMu, 00paboTKe CaTUIUIOBON KUCIOTOW B APYTUMHU
COCAMHEHHSAMH, MOBBILAIOIINMHI YCTOMYMBOCTh PACTCHUH K 3apakKEHHIO IMaTore-
HOM. MexaHuueckoe MOBPEKICHUE W WHOKYJISIIUS OakTepHsMH, WHAKTUBUPOBAH-
HBIMU HarpeBaHWEeM, He BbI3biBana rudenu kierok [Dangl et al., 1996]. beino no-
kazaHo [Jabs et al., 1996], 4To y 3THX MyTaHTOB B HHUI[MALIMHU U Pa3BUTUH HEKPO30B
y4acTByeT cynepokcuanbii pagukai (O,7). O6paboTka CynepoKCUIreHepUpPYIOIEH
cUCTEeMOH (KCaHTHH + KCaHTMHOKCHa3a) MHAYLUpPOBaja Y MyTaHTOB, B OTIHYHE
OT MCXOAHBIX POAMTEILCKUX PACTeHHUH, 00pazoBaHue HeKpo30B. OnHako 00paboT-
Ka paCTEHUH-MYTaHTOB CUCTEMOM, renepupyromei H O, (moko3a + MIHOKO300K-
cujiasa), He BbI3bIBasia rubenu kietok. Acd (accelerated cell death) myranTsr dop-
MHUPOBAJIM HEKPO3bl P MEXaHUYECKOM MOBPEKICHUU U TeX *Ke 00padoTKax, 4To
BbI3bIBaNIM THOENB KieTOK y Isdl myrantoB [Greenberg et al., 1994; Dangl et al.,
1996]. Ilpu o6pazoBaHUM HEKPO30B Y MyTAaHTOB 00OMX TUIIOB MOJU(PHUIIUPOBATIICH
KJIETOYHbIE CTeHKH, HakamnmuBanuch PR (pathogenesis-related)-Genkn u pa3BuBa-
JIaCh YCTOMUMBOCTH K 3apaxkeHuro naroreHoM [Dietrich et al., 1994, Greenberg et al.,
1994]. SI (Sekiguchi lesion) MyTaHTBI prica B OTBET Ha 00OpabOTKY THIIOXJIOPUTOM
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HaTpHsl ¥ IeHTaxJIop(eHoIoM 00pa3oBBIBAIN HEKPO3bI, IIOXOKHE Ha HEKPO3bl, 00-
pasyromuecs nocie 3apaxenus rpudamu [Kiyosawa, 1970; Marchetti et al., 1983].
CrioHTaHHbIE HEKPO3bI PA3BUBAINCH M B TPAHCTEHHBIX PACTCHUSIX Tabaka, SKCIpec-
CHPYIOLIMX BaKyOJSIPHYIO M arorjiacTHYIO IpoykeBble MHBepTassl [Herbers et al.,
1996].

EcTp mpuMepsbl, CBUAETENBCTBYIOIIUE O TOM, YTO HEKPOTH3AIMs KIETOK He
SIBJISIETCS1 00513aTETILHBIM YCIOBUEM JJIsl 3alIUTHI pacTeHUH. bbuto mokaszano, 4To Ta-
KHE KOMIIOHEHTBI 3aIlUThl, KAK OKUCIIUTEIBHBIA B3PbIB, HAKOTUICHUE CATHIIUIOBOM
KHCJIOTBI U MHAYKIHS DKCIIPECCUH TeHOB, Koaupytommx PR-Oenku, mpoucxomst
nepes; CBepXuyBCTBUTEIBbHOM rubenbo kinetok [Hammond-Kosack, Jones, 1996].
OTU KOMITOHEHTBI 3aIUThl HAOIIOAIH | MPH TIOAABJICHHH HEKPOTU3AIUN KIETOK B
pe3ynbraTe HHKyOaly pacTeHU B YCIOBHSIX OYEHb HU3KOTO COACPIKaHHS KUCIOPO-
Jla B BO3/IyX€ WM MOBhIIeHHOU BiaxkHocTH [Hammond-Kosack et al., 1996; Mit-
tler et al., 1996]. Jlokanu3auuu nMaToreHOB MOXKET MPOUCXOIUTH 0e3 0Opa3oBaHUS
HekposoB [Lehnackers, Knogge, 1990; Cawly et al., 2005]. Pacrenusi-myTanTh 4.
thaliana (dndl), 3apaxennbie Ps.syringae, He (GOpMUPOBAIA HEKPO3bI, HO 00pa3o-
BbIBaJIM MHOTO canuiuiaoBoil kucinorel 1 UPHK st PR-0OenkoB ¢ nmoaasieHuem Ha-
KoruieHwus rmatoreHa [ Yu et al., 1998].

6.1. NMporpamupoBaHHas KneTto4yHas cMepTb

[Ipunsito cunrats [Dangl et al., 1996; Greenberg et al., 1994; Greenberg,
1996;Mittler, Lam, 1996; Mittler et al., 1997; Pennell, Lamb, 1997; Heath, 1998],
YTO HEKPOTH3aUusl MH(QUIMPOBAHHBIX KJIETOK CBEPXUYyBCTBUTENIBHBIX PACTCHUH,
KOHTpPOJIMpyeMasi FTeHaMH [1aTOreHa U PACTCHUS-XO351HA, SBJSICTCS YaCTHBIM CIy-
yaem nporpammupoBanHoi kierouHor cmeptr ([IKC). CHagana 3TOT TepMUH OBLT
HCIIOJIB30BaH [yl 0003HAYCHUS THOEIN KIETOK KUBOTHBIX, HAIPaBJICHHOM Ha 3JIU-
MUHAIMIO HexkenatesbHbIX KieTok [Ellis et al., 1991; Raff et al., 1993]. I[IKC wurpa-
€T BaXKHYIO POJIb B COXPAaHEHUH F'OMEOCTa3a TKaHel, 1uddepeHunanuy KIeToK Mpu
HOPMaJIbHOM Pa3BUTUH >KUBOTHBIX M YCTOMYMBOCTH IpOTHUB naroreHos [Wyllie et
al., 1980; Raff, 1992; Vaux, 1993; Hengartner, Horvitz, 1994].

B ommume oT pacTeHUil y JKMBOTHBIX Pa3iIM4yaroT HEKPO3000pa3oBaHHE H
[IKC (amoniro3) [AdanackeB u ap., 1985; Bonfoco et al., 1995; Buckner et al., 2000].
Hexkpo3 obpa3zyeTcs B pe3ynbrare CHIbBHOIO TOKCHYHOTO MJIM TPAaBMaTH4eCKOro BO3-
JEeWCTBUS U MIPUBOIUT K BOCHAJICHUIO. B 3TOM cilydyae nmpoucXoIuT NacCUBHOE Ha-
OyXaHue KJIETOK, IOBPEXACHHE HUTOIIA3MAaTHUECKUX OPTaHelll, JIN3UC MEMOpaH U
BBIXOJ KJIETOYHOTO COZAEPKUMOI0 Hapy)Ky. B ominune ot amorntosa, HEKpOTH3aLMS
KJICTOK He SIBJISIETCS. (PU3HOIOTHUECKUM MIPOLIECCOM M OCYILECTBIsIeTCs O0e3 ydacTHst
reHOMa, HOHOB KaJbLKs ¥ (HOCHOPUIMPOBAHHS OEITIKOB.

ATONTO3 SBJISETCS] AKTUBHBIM IIPOLIECCOM U 3aBUCHUT OT MHIYKLUH 3KCIpec-
CUH CIIeU(UIHBIX TEHOB, KOHTPOJIUPYIOMKUX THOens kietok [Wadewitz, Lockshin,
1988; Ellis et al., 1991]. On xapakrepusyercs caTueM IUTOIUIA3MbI U spa, 00-
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pasoBaHHeM MeMOpaHHBIX ITy3bIPHKOB, KOHACHCAIIMEH XpOMaTHHA U ()parMEeHTHPO-
BanueM siepHoit JIHK Ha yuactkm pazmepom ~50 k6 (mHorna, ~ 0,14 x0) [Cohen,
1993], ycunieHueM rmia3MaieMMBbl JTsl H30JSIIUK COJICPKUMOTO TOrHOAroIIeH KiIeT-
ku [Raff et al., 1993; Bonfoco et al., 1995; Pennell, Lamb, 1997].

VY pacrtenwii, kak u y xuBoTHbIX, [IKC HeoOXoanma [uiss HOPMaJIBLHOTO pas-
BUTHsI opranusma. Tak, auddepeHust TpaxenaHbIX JIEeMEHTOB NP 00pa30BaHUH
KCHJIEMHBIX COCYJOB B IPOIIECCE POCTa U Pa3BUTHA KOPHEH PacTeHHUs! BKIIOYACT
pacTshKeHHe KIIETOK, OTJIOKEHHUE JIMTHUHA B KJIETOYHBIC CTCHKH, KOHACHCAIHIO 11~
TOTLIA3MBI | SIJIpa, aBTOJIU3 KIETOYHOTO cosiep:kumoro [ Wodzicki, Humphreys, 1973;
Fukuda, 1997]. Aranoru4ssle mporecchl MPOUCXOIAT MPH MEXaHUYECKOM MTOBPEK-
JICHUW PAaCTeHHs, KOTJa MapeHXUMHBIC KIETKH pearddepeHIupyoTcsi B KCUIeM-
HBIC, €CJIM MTOBPEXJICHKI TpoBoIsIIne cocynbl [Greenberg, 1996]. [TKC nadmomnanu
B KyJBTYpe Me30(MIBHBIX KIETOK MpH AuddepeHn TpaxeuaHbx sneMenToB. O0-
paboTku kietok aktuHomuiHOM I (maruourop JJHK-3aBucumoro cunareza PHK)
1 XJ0paM(pEeHUKOIOM (MHTHOUTOp CHHTe3a Oesika) OMIOKMPOBANIU THOETh KIETOK H
00pa3oBaHUE TPaxeHJHBIX DIEMEHTOB, TO €CTh ISl THX MPOLECCOB HEOOXOAMMBI
cunre3 PHK u Genka [Fukuda, Komamine, 1983; Greenberg, 1996]. [IKC xapakrtep-
Ha JUIA KJIETOK KOPHEBOTO YEXJIMKA, TOKPBIBAIOIINX alMKaJIbHYI0 MEPUCTEMY KOPHSI
W 3alIMIIAONINX €€ B TEUYEHHE MPOpacTaHMs ceMsH U pocTa pacteHuil. OHu 00-
Pas3yloTCsl U3 MEPUCTEMAaTHUECKUX KIETOK M pacloiaraloTcsi Ha MOBEPXHOCTH KOH-
guka kopHs [Laux, JUrgens, 1997; Schiefelbein et al., 1997]. D1u nepudepuueckue
KJIETKH TIOTn0aiy Aa)ke TOTAa, KOTAa KOPHU POCIU B BOJE, TO €CTh THOECIb KIETOK
SIBIISIETCSL YaCThIO PAa3BUTHS PACTEHHMS, @ HE BbI3BaHA MEXaHWYECCKHM BO3/IEHCTBUEM
nouBeHHbIX yactul [Harkes, 1973]. [Toru6aromiye KIeTKH CMOPIIMBAINCH, 8 OKpa-
mmBanune JIHK yxassiBano Ha cxarue siaep [Wang et al., 1996].

B amonrto3e KMBOTHBIX KJIETOK CYIIECTBEHHYIO POJIb UTPAIOT MUTOXOH/IPHH,
13 MEKMEMOPaHHOTO MPOCTPAHCTBA KOTOPBIX B IUTOIUIA3MY BBIJICIISIOTCSI BELIECTBA,
CITy’Kalllie TpUrrepaMu anonTo3a. HekoTopble n3 HUX BBI3BIBAIOT IHOEIb KIETOK He-
3aBHCUMO OT Kacras, Ipyrue aKTUBUPYIOT Kaclas3Hbli kackaj. [lepByro rpynmy co-
CTaBISIOT anonTo3-uHAyuupyomuid hakrop (AlF) — ¢pnaBonporenH, obnagaronuii
OKCHPEAYKTa3HOH aKTHBHOCTBIO, M 3HJIOHYKJIea3a G. OHM TPaHCIOPTUPYIOTCS U3
LUTOIJIa3MBI B SIIPO, I7ie y4acTBYIOT B paspymenun JJHK. Bo Bropyro rpynmy Bxo-
JST OCJIOK, CBS3BIBAIOINNN MHTMOUTOP anonTo3Horo Oenka (Smac/DIABLO), muto-
XOHJpUanbHas cepuHoBas nporeasa (Omi/HtrA2) u nutoxpom c¢ [van Gurp et al.,
2003]. B nuToriazmMe UTOXPOM ¢ CBS3BIBACTCS CO ckaddoa-0enKom, Ha3BaHHBIM
(akTopoM-1, aKTHBHPYIOIIMM anonTo3Hyto nporeasy (Apaf-1), u nmpokacnazoii-9.
B pesynbrare oOpasyeTcst anonTocoma, KOTOpast BEI3BIBACT aKTHBALIMIO KaCMa3HOTO
kackana [Adrain, Martin, 2006]. Beixos 1iuroxpoma ¢ U3 MUTOHPHUN ObLIT YCTaHOB-
JICH U B PACTUTENBHBIX KJIETKaX, B KOTOpbIX Obu1a nHaynupoBana [IKC [Vianello et
al., 2007].

AKTHBaLIMSl TIpOTEa3 SBISETCS XapaKTEPHBIM IMPU3HAKOM arlonTo3a KIETOK
*KUBOTHBIX [Martin, Green, 1995]. Cuuraercs, 4To KJIHOYEBYIO POJIb B allONTO3e
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UrparoT GpepMeHTHl U3 ceMeicTBa IIMCTEMHOBBIX MPOTEHHA3, HAa3bIBAEMbIEC Kacrasa-
MHu (cysteine-dependent asparate-specific proteases). Ot ¢pepmeHTH 001a1a10T BBI-
COKOH crie(pUIHOCTHIO K OCTATKy aclaparnHOBOM KUCIIOTHI B OeNkax-cyOcTparax.
B Hactosimee BpeMsi B KJIETKax KMBOTHBIX M 4YeJlOBeKa BbIsIBIEHO 14 kacma3. Ha
OCHOBAaHUH MX TEPBUYHON CTPYKTYPHI M POJIM B MPOTEOIMTUUECCKOM KacKaje OHH
JeNsTCS Ha JABE IPYIIbI: WHUIUATOPH U 3ddekTopsl. Bce onn cuHTE3UpyIOTCS B
BUJIC HEAKTHBHBIX MPEAIIECTBEHHUKOB, KOTOPbIC B WHAYIHPOBAHHBIX K alOINTO3Y
KJIETKaxX MOABEPraloTcs MPOTEONNU3y U COOMPAIOTCS B AKTUBHBIN I'eTEpOIUMEp, CO-
CTOSAIIUHN U3 BYX LieNel ¢ M. M. cooTBeTcTBeHHO npumepHo 20 u 10 x/la. Ilpen-
nojaraercsi, YT0 WHULIMATOpHAs Kacrasza-9 akTuBUpyeT 3QQeKTOpHbIe Kachassl 3,
6 u 7, 3amycKasi BeChb Kackaj Kaclas, aTaKyIoUIUX caMble pa3IndHble CyOCTpaThl B
YKMBOTHOM aIlonTo3HOM KieTke. Tak, Hampumep, Kacmnasa-3 pacierisieT IpOTeHHKHU-
nazy C, IHK-3aBucumyto nporemHKkuHa3y u Apyrue oenku [Watanabe, Lam, 2004;
Piszczek, Gutman, 2007].

Hacrosmue kacnassl oka B pacTeHHSIX He OOHApY>KeHbI, HO B OIBITAX C HC-
MOJIb30BaHMEM MHTHOUTOPOB M CyOCTpaTOB, CieNU(PUYHBIX JJIs Kacha3, OblIo To-
Ka3aHO HAJIMYKME B PACTCHUAX Kacmla3omnoao0HbIX mporeas [Watanabe, Lam, 2004;
Sanmartin et al., 2005]. VIx pa3ienuiv Ha JBE TPYIIIILL: BAKYOJISPHBIE IPOIICCCUPYFO-
e pepmentsl (the vacuolar processing enzymes - VPEs) u metakacnassl [ Wolter-
ing et al., 2002]. [To cBoeli aMUHOKHUCIIOTHOM TMOCJEIOBATEIIBHOCTH U TPETUIHOM
CTPYKTYpE OHU MOXO0XH Ha Kacrasbl >KUBOTHBIX [Aravind, Koonin, 2002]. Hecmotps
Ha CTPYKTYPHYIO TOMOJIOTHIO, METaKacna3bl OTINYAIOTCS OT Kaclas, TaK Kak OHH
crneunUyuHbl K aprUHAHY WK JIu3uHy [ Vercammen et al., 2004; Watanabe, Lam,
2005; He et al., 2008]. MeTakacna3sl pa3aensioT Ha ABa Kjacca M0 Pa3IHyuusIM B
cTpykType N-TepMHHAJIBHOTO JOMEHa UX Moyiekyn [Vercammen et al., 2004; Be-
lenghi et al., 2007]. 3arem ObL1a BhIENICHA TPEThS TPYIIIA PACTUTEIBHBIX Kacmaso-
MoA0OHBIX (PEPMEHTOB, HO B OTJIMYME OT Kaclla3 OHU MMEIOT OCTaTOK CepuHa B aK-
TUBHOM 1IeHTpe. [loaTomy onu ObuTn Ha3Banbl caciazamu [Coffeen, Wolpert, 2004].
Bakyonsipabie npoueccupyronye (epMeHTHl BBISIBICHbI B JTUTHYECKUX BaKyoOJsX
KIIETOK pacteHuil A. thaliana [Kinoshita et al., 1999]. IIpeanonaraercs [Hatsugai
et al., 2004], 4To OHM y4acTBYIOT B Pa3pylLICHHUH BaKyOJISIPHBIX MEMOpaH B XOje
[IKC u TeM cambIM CIIOCOOCTBYIOT BBIXOAY M3 BaKyoJIel JIMTHUECKUX (HEPMEHTOB
B LIMTOIUIA3MY C MOCJIEAYIOIINM pa3pylIeHUEM KJIETOUYHOTO CoAep:kuMoro. Jpyrue
pacTuTeNbHbIE KAacla3ono100HbIe TPOTeasbl JOKAIN30BaHbl B IMTOILIA3ME, SIAPE U
kierounoi crenke [Korthout et al., 2000; Elbaz et al., 2002; Chichkova et al., 2004;
Bosch, Franklin-Tong, 2007]. [Toka3zaHo y4acTHe Kacra3onoa00HbBIX IPOTea3 B pas-
Butiu [1KC npu Bo3aelicTBUM Ha pacTeHUs Pa3IHMYHBIX CTPECCOPOB, B TOM YHUCIIE U
natoreHoB [del Pozo, Lam, 1998; Kinoshita et al., 1999; Solomon et al., 1999; Elbaz
et al., 2002; del Pozo, Lam, 2003; Chichkova et al., 2004; Coffeen, Wolpert, 2004;
Hatsugai et al., 2004; Bosch, Franklin-Tong, 2007; He et al., 2008].

B pacrenusix noMmuMo kacnazonogo0HbIx mporeas B pazsutuu [IKC npuHnmMa-
10T y4acTHe acmapTar-, MeTajlo- ¥ TpeoHHH-TIpoTeassl [Beers et al., 2000]. Brisis-
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JICHO HakoruieHue nporea3 [Demura, Fukuda, 1994; Minami, Fukuda, 1995; Drake
et al., 1996; Ye, Varner, 1996; Xu, Chye, 1999] u nezokcuputdonykieassi (JJHKaszs1),
aktuBupyemoii Ca** [Thelen, Northcote, 1989], B kiteTkax B X071 TpaxeaibHO Aud-
(depeHnmanyy, crapeHust ¥ ruoenu Kietok. Bosmoxno, ata JIHKa3a yyactByer BoO
¢parmenranuu JIHK [Mittler, Lam, 1995b; Wang et al., 1996], Tak kak oHa moxoxa
Ha HyKJIea3y, y4acTBYIOIIYI0 B amonTto3e kineTok kpbeic [Gaido, Cidlowski, 1991].
Beuto mpemnoxkeno [Schindler et al., 1995], yTo B pa3BUBAIOIIMXCS TPOBOJSIINAX
KJIETKaX KOJICONTHIICH KyKypy3bl apaOWHOTralaKTaHOBBIE TPOTEUHBI MOTYT Y4acTBO-
BaTh BO BKIIOUCHHUHU KJIETOYHOW CMEPTH, Pa3phIXJisisl KJIETOYHbIC CTCHKH.

['mbenb KIETOK MpU CBEPXUYBCTBHTEIBHOW PEAKIHMU PACTCHUH SIBISETCS
AKTHBHBIM MPOILIECCOM, NMPH KOTOPOM BHEAPEHME MAaTOreHa BHI3bIBACT HAKOIUICHHE
aKTUBHBIX (HOPM KHCIOPOAA, CTUMYIUPYET MOBbILICHHE ypoBHS Ca’" B KIETKe H
BKJTIOUAET LeNb PeaKkni, MPUBOJSAIINX K CMEPTH KJIETKU, B TOM YUCIIC YBEIUYCHHUE
Kacrna3onogo0HOW MPOTEONIMTHYECKON aKTUBHOCTH U aKTUBALIMK CEPUH/TPEOHUHO-
Boii pocarasel. Unruburop dpocdarassl — okagaeBasi KUCI0Ta — OJIOKUPYET CBEPX-
YyBCTBHTEJBHYIO peakuuio. 1ot npouecc noxox Ha [IKC [Mehdy, 1994; Dunigan,
Madlener, 1995; Levine et al., 1996; del Pozo, Lam, 1998; Xu, Heath, 1998; Chich-
kova et al., 2004; Hatsugai et al., 2004]. Cx0cTBO TakKe 3aKIFOYACTCSI B TOM, YTO B
X0JIe HEKPOTH3aIlMH B UHPHULIUPOBAHHON KIIETKE 00pa3yloTcsi MeMOpaHHbIE Ty3bIpb-
ku, yBennuusaetcs aktuBHocTh JIHKa3, IHK pacnamaercst na pparmentst ¢ 3°’OH
KOHIIAMHM, MPOMCXOJUT KOHJCHCAIUs COACPKUMOTO siipa M IMToIuiasMel [Mittler,
Lam, 1995a; Mittler et al., 1997; Levine et al., 1996; Ryerson, Heath, 1996; Wang
et al., 1996]. Ognako MOBBIIIEHNE aKTUBHOCTH MpOTea3 U KUCiIoi (ocdarasbl Ha-
OJIOaNM Uy CUCTEMHO MOPAKEHHBIX BUPYCAMH YYBCTBHUTEIBHBIX PACTCHHUH, YbH
KJIETKH COXpaHsIH xu3HecnocoOoHocth [Klein, Harpaz, 1968; Umynes, Umyresa,
1972; Tu, 1976; Salomon, 1989a,b; Jlanmmua, Peynos, 1983; Peynos, Jlanmuna,
1985; Jlanmuna u ap., 1991].

CBepx4yBCTBHUTENbHAS THUOETHh KIETOK COMPOBOXKAACTCS AKTUBUPOBAHUEM
oomena K*/H" uepes mnasmanemmy [Atkinson et al., 1985; Baker et al., 1987]. Dkc-
mpeccusl y TpaHCTeHHBIX pacTeHuid Tabaka copra CamcyH NN OakTepuanbHOTO TeHa,
KOHTPOJIUPYIOLIETO TPOTOHHBIN HACOC, BbI3bIBaIa 00pa3oBaHKe HEKPO30B, HAKOILIE-
nue PR-0enkoB 1 pa3BuTHE CHCTEMHOH MPHOOPETEHHOW yCTOWYHBOCTU K IOBTOP-
HOMY 3apaKeHHIO B OTCyTCTBHE natoreHa [Mittler et al., 1995]. [Tozxe 3Tu aBTOpPHI
MPUILLUTH K 3aKIIOYEHHIO, YTO HEKPOTHU3alMs KIETOK, MHIYLUPOBaHHAs TaTOTCHOM
(Bupyc mim OakTepusi), OTIMYACTCS OT arolTo3a KJIETOK KUBOTHBIX. OHO OCHOBa-
HO Ha pe3yJabTarax WX OMbITOB, KOIA, B OTIMYHE OT KICTOK KUBOTHBIX, HHU3KHH
YPOBEHBb KHCIIOPOJa B CPeAe MOAABISI Y CBEPXUYBCTBHTEIBHBIX PacTeHUN Tabaka
00pa3oBaHuEe JIOKAJTBHBIX HEKPO30B U HE BIUSII HA HEKPOTH3ALHUIO KJIETOK Y TPaHC-
TEHHBIX PACTEHUH CO BCTPOEHHBIM reHoM BCL-X,, KOTOPbIH Y )KMBOTHBIX HHIUOH-
pyet amomto3 [Mittler et al., 1996]. OnHako ecTh JaHHBIC, YTO THOETH KICTOK B
ycnoBusix runokcuu sisiercs [IKC. Tak, cMepTh KIETOK MPOUCXOrIa B KOpE KOp-
HSl 1 OCHOBaHMU CTEOJIsI TPU HABOAHCHHUU M THIIOKCHU C 00pa3oBaHUEM a3pPEHXHMBI
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C BHYTPEHHHMH BO3JYIIHBIMU HOJOCTAMH JAJIs1 00JIerYeH s TPAHCIIOpTa KUCIOpOoAa
13 00OTaNICHHBIX KUCIOPOIOM OPTaHOB B OCHOBaHHUE cTeONIs U KopeHb [Armstrong,
1979]. T'unokcust mpuBoaMIIa K 00pa30BaHUIO STHIICHA, KOTOPBIA aKTUBUPYET CHI-
HaJIBHBIN MyTh, BEAYIIUH K GopMupoBaHuio adpeHxumsl [Drew et al., 1981; Jackson
et al., 1985]. Tlo-BuaumMoMy, 3TOT TyTh BKItouaeT HakoruieHue Ca?* u dochopu-
JTUpoBaHue OenKa, TaK KaKk MHTUOUTOPBI 3TUX MPOLIECCOB CIIOCOOCTBOBAIN CMEPTH
KJIETOK ITpY HOPMaJIbHOM YPOBHE KHCIIOPO/Ia, HO YTHETalu ee npu runokcuu [He et
al., 1996].

B krneTkax »KMBOTHBIX MOMHUMO BEILIECTB, CIIOCOOCTBYIOLIMX aroONTO3y, HMe-
IOTCSl COCAMHEHMSI ¢ aHTHAIONTO3HOW akTUBHOCTBIO. Tak, BAG Oenku sBISIOTCA
perynsaropaMu MIarepoHoB U NPEnsTCTBYIOT rnbenu kinetok [ Takayama et al., 1995].
T'omonorn BAG 6enkoB BBISBICHBI B PacTeHUsIX A. thaliana v moka3zaHo, YTO OHH
YYacTBYIOT B OTBETHBIX PEaKIUAX PACTEHUH MPHU BO3JEHCTBUM CTPECCOPOB U MATO-
reroB [Doukhanina et al., 2006].

6.2. Uutonornyeckme nameHeHus MNP HEKPOTU3aunm KneTok

B MexaHMuYeCKH MHOKYJIMPOBAHHBIX BUPYCaMM JHCThSIX CBEPXUYyBCTBUTEIIb-
HBIX PACTEHHUH KJIETKHU MOCIEA0BaTEIbHO HEKPOTH3UPYIOTCS B BEPTHUKAIBLHOM M TO-
PHU30HTAJIILHOM OT MECTa BHEAPEHUS MaToreHa HampaBieHHsAX. B mepByio ouepennb
noru0aroT KJIETKU Me3o(duiia, a 3areM snuaepMuca. Llutonoruueckue ucciaenosa-
HUSl JIOKAJbHBIX HEKPO30B, IPOBEIEHHBIC C IIOMOIIBIO CBETOBOIO U 3JEKTPOHHOIO
MHKPOCKOIIOB, IOKA3aJIH, YTO OCHOBHASI YaCTh KJIETOK, PACIIOI0KEHHBIX B LIEHTPaJIb-
HOM YacTH HEKpO03a, KOJUIAIICHPOBaHbI 1 JIMIIECHB! opranesi. Ha nepudepun nHekposa
KJICTKM HaXOIsTCs Ha pa3sHbIX CTaIUsIX Kojulamnca. [Ipu HeKpoTu3anuu CTpyKTypHbIE
HN3MEHEHUS! KJIETOK MPOUCXOASAT NPUMEPHO OJMHAKOBO Y Pa3HbIX pacTeHuil. B mep-
BbI€ YaChl [10CIIE 3apakKEeHUsI ObLIM 00OHAPYKEHBI AIIEKTPOHHO-IIPO3PAYHbIE ITy3bIPbKH
O] KYTHKYJION U BO BHEITHEW KJIIETOYHON CTEHKE AMHIepMaIbHbBIX KiIeToK [Favali et
al., 1977]. B uHQUIIMPOBaHHBIX KIIETKaX CHa4ajia pa3pymianach CTpOMa XJIOPOILIa-
CTOB, UX TPAHBI ¥ JIAMEJIJIbl CTAHOBMJIMCH aMOP(HBIMU. 3aTeM HadYMHAIACh Jlerpaia-
LUs KJICTOYHBIX MeMOpaH B LUTOIUIA3Me, BEILECTBO LUTOILUIA3MBI arperupoBalo U
IIPOSIBIISUIOCH B BUJIE MAJICHBKUX BE3UKYJIONOAO0OHBIX BKItoueHUH. IloTom paspyiua-
JIMCh MUTOXOHAPHH. S11Ipa M3MEHSUTUCH B IIOCIIEIHIO odepens. Mx nedopmanus Ha-
YMHAJIACh C UCUE3HOBEHUSI MaTpHUKCca spa, IOTOM COAEPKUMOE Aapa pa3OnuBaIoCh
Ha OTAEJbHbIC TpanHy’bl. JecTpyKius ia3MaieMMbl U TOHOIIJIACTa 3aBepllaia po-
LECC HEKPOTHU3ALMH U IPUBOJIMIIA K IIOJIHOMY KOJUIATCY KJIEeTKU. Takyro KapTHHY 1O-
CTEIIEHHOM rudesin NHPUUUPOBAHHBIX KJIETOK HaOmonanu y pacrenuit N. glutinosa
[Weintraub, Ragetli, 1964; Hayashi, Matsui, 1965b; Ragetli, 1967], dacomu copra
[MunTo [Spenser, Kimmins, 1971] u tabaka copra Camcyn NN [Israel, Ross, 1967;
da Graca, Martin, 1975], unokynupoBanabix BTM, pacrenuit Ch. quinoa, naduiu-
poBaHHBIX S-BupycoM kaptoders [Shukla, Hiruki, 1975], dpacomu copra Red kidney,
3apaxkeHHBIX M-Bupycom kaprodens [Tu, Hiruki, 1971; Hiruki, Tu, 1972] u pacre-
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nuit G. globosa, mopaxeHHBIX BUPYCOM MO3auKu cBekibl [Russo, Martelli, 1969],
X-upycom kaproderst [Allison, Shalla, 1974] nnu BupycoM KyCTHCTOH KapIHKOBO-
cti ToMaroB [Appiano et al., 1977; Pennazio et al., 1979]. 1y K1I€TOK B JTOKAJIbHBIX
HEKpO3aX XapaKTepeH BBICOKMW YPOBEHb JUTHYECKHX IporeccoB [Ragetli, 1967;
Favali et al., 1974; Peynos, 1999].

ComnacHo nanHbIM A.B. PeynoBa [1999] B nucThsix pacTeHuid nypMaHa, UH-
¢unmpoBanubix BTM, paziauyarorcst yeTbIpe TUIA KIETOK B LIEHTPAIbHOW 30HE pa3-
BHBAIOLUXCS JIOKAJIbHBIX HEKpo30B. Kierku | Tuna cuibHO HEKpOTHM3MPOBAHBI C
COBEpIIEHHO HEPa3IMUYMMBIM BHYTPEHHUM COAEPKUMBbIM. KileTku 3Toro Tumna Hau-
Oosee yacTo BcTpeyanuch B BepxHeM anuaepmuce. Kierku Il Tima momHocThIO KOJI-
JIAIICUPOBAHBI, UX COAEPKUMOE IIPEACTABIEHO MEIKUMHU rpanyinamu. B xierkax III
THUIA COXPAHTUCh OTJENbHBIC CTPYKTYPHbIC KOMIIOHEHTHI M BBISIBIISUIOCH OOJIBIIOE
KOJIMYECTBO BUPYCHBIX 4acTuIl B ominuue oT kiaeTok [ u Il tunos. HauGomnbimii
HWHTEpEC NPEICTABISIOT KIeTKU [V THIa, KOTopble 0OHApYKMBAJIMCh Ha BCEX dTanax
pa3BuTHs HEKPo30B. OHK OBUIM B 3HAYUTEIBHOM Mepe MOX0KH Ha KJIETKH CHCTEMHO
WHPHUIMPOBaHHBIX pacTeHud. B kierkax [V Tuma ObUIO MHOTO BUPYCHBIX YacTHI,
HO yepe3 10 cyT mocine 3apakeHHs cofiep)kKaHne BUPHOHOB CHUXKaNIOCh. B mpouec-
ce Pa3BUTHUS MOPaKEHUsI HAOIIOAAIMCh MOP(OIOrHYECKUEe aHOMAJIHU KIETOUHBIX
CTPYKTYp. XpOMaTrH KOHJIEHCHUPOBAJICS B IUIOTHYIO TOMOT€HHYIO MacCy WMJIM pac-
najajics Ha OTAEIbHbIC paccessHHbIe TIIBIOKH. [Ipoucxonuim aecTpyKTHBHbBIE H3Me-
HEHUS TUJIAKOMJIOB U HapyIIaJach EJIOCTHOCTh BHEIIHUX MEMOpaH XJIOPOIJIacTOB.
Umncno MUTOXOHJPHUI YBEIMYMBAIOCH, OHW yTPaYMBAIM KPHUCTHI U TPUOOpETann
ANIEKTPOHHONPO3pauHblii BUI. HOTAA pa3pbiBaiach HapyKHas MeMOpaHa MUTOXOH-
JIpUI C MOCHEAYIONIEH MOMTHON AeCTPyKIMel 3TUX opranesi. CHUXKanochk coepka-
Hue pubocoMm. B mporecce HeKpOTHU3aMH KJIETOK BUPYCHBIE YACTUIIBI IPETEPIICBAIIH
aHOMaJIbHbIE U3MEHEHH: HICTOHUEHHE, YTPATY JKECTKOCTH, HaOyXaHHe, yKOPOUEHHeE,
CIIMTIaHWEe BUPUOHOB B AJIEKTPOHHOIUIOTHBIE arperarsbl [Kassanis, 1981; Roggero,
Pennazio, 1984; Reunov et al., 1996; Peynos, 1999].

C noMoIipio 3JAEKTPOHHONH MHUKPOCKONHU OBLIO MOKa3aHO, YTO B JIMCTHSIX
pacrenuii Tabaka copra White Burley, nHduupoBaHHbIX BUpycoM Hekpo3a Taba-
Ka, KJICTKH 3€JICHON TKaHU, OKPYXAlOIeH HEKpPO3bl, BBIIIAIAT MOA00HO KIIETKaM
30pOBOrO JIuCTa. [IpurpannuHbie ¢ HEKPO30M KIETKH UMENN cllabble N3MEHEHUS B
CBOEM CTPOCHMU: MJIa3MajeMMa OTXOHIIa OT KJIIETOUHON CTEHKH, IIUTOILIa3Ma Oblia
1uddy3HO BaKyoJIM3HMPOBAaHA, MUTOXOHAPHH MMENN HAOyXIIHE KPUCTHI, Y XJIOPO-
IUIaCTOB ObLIa HAapyILIeHa JIAMEJUIIPHAst CTPYKTypa. Uem OimrKe ObLTH PacoNOoKEeHbI
KJIETKH K HEKPO3Y, TEM 3HauuTeIbHEH ObLIIN HApyLICHUs KX CTPYKTYphL. Tak, y Kie-
TOK, MPUMBIKAIOIMX HEMOCPEACTBEHHO K HEKPO3Y, YaCcTO HAOIIOAalN pa3pyLIeHUe
KJIETOYHBIX MeMOpaH u u3uc opranesn [D’Agostino, Pennazio, 1983].

Bru1o 0OHapykeHO, YTO B MOTPaHUYHON ¢ HEKPO30M TKaHH I1a3MOAECMBI 3a-
KyIOpEHbl KaJI030MOJO0HBIM BEIIECTBOM MM Pa3pyLICHBI, TPaxeuabl YaCTUYHO
WK TIOJIHOCTBIO 3a0UTHI AJIEKTPOHHOIUIOTHBIM BEIIECTBOM, YCTOWYHMBBIM K TIEKTHU-
Ha3e W NpOHa3e, a KJICTKW MMEJH YTOJIEHHbIe cTeHKU [Spenser, Kimmins, 1971;
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Allison, Shalla, 1974; Favali et al., 1974, 1977, 1978]. Mexay KJIETOYHOH CTCH-
KO M IJIa3MalieMMOM HaOJo/Ianu mapamMypayibHble Tela (MeMOpaHHOCBsI3aHHbBIC
BE3UKYJISIpHbIC 00pa3oBaHus WK 1miazManeMMacoMmel) [Israel, Ross, 1967; Spenser,
Kimmins, 1971; Martelli, 1980]. [Ipennonaraercsi, 4To mapaMmypajibHble TeJa yda-
CTBYIOT B MOJIU(UKAIIMKN KIeTouHOU cTeHku [Marchand, Robards, 1968]. Oxanako
OHM OBLIM HaWJeHBI B 370pOBbIX TKaHsXx [Marchand, Robards, 1968] u B kiert-
Kax OOJIBHBIX 4yBCTBUTENBHBIX pactenuil [Kim, Fulton, 1973; Bassi et al., 1974;
McMullen et al., 1977]. D1eKTpOHHOMHKPOCKOIMYECKOE UCCIIEIOBAaHUE KJIETOK Me-
30(uiia JIUCThEB pacTeHuit D. stramonium, 3apaxeHHbix BTM, otcrosiiux Ha 1-2
MM OT Kpasi HEKp03a, CBHJICTEIILCTBOBAJIO O MOBBINICHHOM YPOBHE METa00JIN3Ma 3TUX
KJICTOK, B TOM YHMCJIC aKTHBAIUU OCIIOKCHHTE3UpYIoIero anmnapara [PeyHos, Jlera,
1984] n nutnueckux npoueccos [Peynos, 1999]. O6HapykeHO CHIIBHOE pa3BUTHE
nepudepuvecKoro peTUKyIIyMa y XJIOPOIUIACTOB M HAKOIUICHHE Kpaxmalia, KaJljio-
3bl, IMTHUHA U cyOepuHa [Pennazio et al., 1978; 1981]. ['ucToxuMudeckn nokasaHo
OTJIOKEHUE JIMTHUHA, CyOeprHa, MEeKTaTa KajbIl¥sl, NIUKOMPOTCHIOB U KaJUIO3bl B
KJICTOYHBIX CTEHKaX, MPEISITCTBYIOIIUX TPAHCIIOPTY BUPYCa U AIIEMEHTOB MTUTAHUS
[Weintraub, Ragetli, 1961; Weintraub et al., 1961; Wu et al., 1969; Wu, Dimitman,
1970; Hiruki, Tu, 1972; Kimmins, Brown, 1973; Wu, 1973; Allison, Shalla, 1974;
Favali et al., 1974; Faulkner, Kimmins, 1975; Shimomura, Dijkstra, 1975, 1976;
Schuster, Fleming, 1976; Appiano et al., 1977; Kimmins, Wuddah, 1977; Stobbs et
al., 1977; Pennazio et al., 1981; Shimomura, 1982].

6.3. BnuaHne BUPYCHOro u pacTuTesibHOro reHoMoB
M YCINOBUI BHELWHEN cpeAbl Ha pa3BUTUE JIOKalNbHbIX HEKPO3OB

dopma, KOJIMUECTBO, CKOPOCTh POCTa M pa3Mephl JOKAIbHBIX HEKPO30B 3a-
BHUCST OT YCJIOBUH OKPY’KaloOIIeH Cpeibl, FTeHOMOB BUPYCa U PACTEHUSI-X035MHA, BO3-
pacra pacTeHHsl U IUIACTOXPOHHOTO BO3PACTa JUCTHEB. BOJBIIMHCTBO JOKAIbHBIX
HEKPO30B BBIVIAAT KaK OKPYIVIbIE IISITHA OTMEpIICH TKaHHW, HEKOTOPbIE HEKPO3bI
UMeroT GopMy KoJiel] (Hanpumep, HeKpo3bl, HHAYLHPOBAaHHbBIE BUPYCOM IS THUCTOTO
YBSIIAHUSL TOMATOB y pacteHuil Tetragonia expansa Murt.). Pacrenus Ch. amaran-
ticolor Coste et Reyn pearupytor Ha 3apakeHue X-BHUpycoM Kaprodemnst popMupo-
BaHMEM XJIOPOTUYHBIX JIOKAJIbHBIX HEKPO30B, KJIIETKH KOTOPBIX JIMIIEHBI XJI0POpHII-
na. BTM BeI3bIBaeT 00pa3oBaHue KpaxMallbHBbIX HEKPO30B y IPOPOCTKOB OTypPIIOB,
KOTOpBIE BBISBIISIIOTCS TOJBKO IIOCIE 00E€CUBEUMBAHUS MH(OUIMPOBAHHBIX JHCTHEB
ATaHOJIOM M OKpamuBanus HoaoM [Loebenstein et al., 1980].

VY pacrennii Tabaka copra Camcyn NN, conepxaBimxcs npu 24°C, BUIHMEBIE
HEKPO3bl MOSBIBLTUCH TPUMEpHO depe3 28 4 nmociie nHoky s BTM [Takahashi,
1974; Konate et al., 1982]. Ilpu monBsnmBaHuM JIMCThEB pacTeHuil N. glutinosa,
D.stramonium wn Tabaka copta ['ubpun Teprockoro menkue Hekpo3ssl (0,2-0,3 M)
BH3YaJIbHO OOHAPYKHBAJIUCH C IIOMOIIBIO JIYTIBI uepe3 24 4 nocne 3apaxenns BTM
[CmupHoBa, 1955]. B Hamux onbiTax [ManuHoBckuid u ap., 1993a] Buaumsie He-



116 B.U. MATIMHOBCKUA

KpO3bI BBISIBISUIMCH Y pacTeHuit Tabaka coproB Camcyn 47/10, Camcyn 27, CamcyH
EN, Kcanrtu HK 1 pactenuii N. sylvestris, tHKyOupoBaHHBIX ITpu 25°C, uepes 36-48
4 niociie 3apakenust mraMmmMom OM BTM u uzonstom 412 BTM. V pactennii BUTHBI
npu 20°C HEKpO3bl OOHAPYKUBAIUCH Yepe3 36 4 MOociIe HHOKYISIHS BUPYCOM OTy-
peunoit mo3anku [Goodman et al., 1986]. Eciu nocne nnokynsiunn BTM pactenust
Tabaka ¢ TeHoM N BbIICPKMBAJIH MPH MOBBIIICHHON TeMIeparype, a 3aTeM Iepe-
HOCHJIM Ha Pa3pelaronlyro 00pa3oBaHue HEKPO30B TEMIIEPATypy, TO JOKaJIbHbIC He-
Kpo3bl 00pa3oBbIBainch uepe3 3-4 4 [Dunigan, Madlener, 1995].

Hexpo3zel MOTYT OBITH ABYX THIIOB: JTUMHUTHPOBAaHHBIMH U HETUMHUTHPOBAH-
HeIMU. [lepBbie mociie JOCTHKEHNSI CBOMX MAaKCHMAJIBbHBIX Pa3MEPOB MPEKPaIaroT
POCT, BTOpbIE — YBEIMYUBAIOTCS MTOCTOSHHO. B nHcThsAX pacTteHuii gaconu copra
[Munro, 3apaxenHsix mrammom U2 BTM, ¢gopmupoBainck MUKPOHEKPO3bI ¢ AHa-
MeTpoM mpumepHo 1,1 x 102 MM, Torna kak mramMm Ul BbI3bIBaT 00pa3oBaHue He-
Kpo30B ¢ auametpom 5,85 x 102 mm [Helms, Mclntyre, 1962]. Hekpo3sbl B THCTBAX
pacrenuii N. glutinosa, naokynupoBanubix mrammamu Ul, U2 u U8 BTM, yBenu-
yuBayuck Ha 0,13-0,33 MM B ieHb B 3aBUCUMOCTH OT IiTamMMa [ Rappaport, Wildman,
1957]. CpaBHEeHHE pa3MepOB HEKPO30B, HHIyIHpYyeMbIX mTaMmMoM OM BTM u n3o-
nsitom 412 BTM y pactenmii Tabaka, mokasano [ManuHoBckuit u np., 1993a], uro
y pactenuii, ooiagaromux resom N (copra Camcyn 47/10, Camcyn 27, KcanTtu HK),
poct Hekpo3oB npu 25°C npekpainaics depe3 10 cyT mocne 3apaxkeHus. Y pacrte-
Huit ¢ renoM N’ (N. sylvestris, Camcyn EN) pu 3Tol Temneparype HeKpo3bl yBeJIu-
YHMBAJHCh B TEUCHHE BCEro BpeMeHH ombiTa (15 cyt). Hekpossl, pazBuBaBmmecs y
pacTeHHii Bcex UccieyeMbIX COPTOB Tocie 3apaxkeHus uzomnstoM 412 BTM, Obutn
JIOCTOBEPHO MEHbIIIE HEKPO30B, MHAYLHPOBaHHBIX mTamMmmoM OM BTM. BeposTHo,
pasnuuus B pa3Mepax HEKpo30B 0OYCIIOBICHbI HEOJIWHAKOBOM y Pa3HbBIX IITAMMOB
CKOPOCTBIO Pa3MHOXKEHUS M TPAHCIIOPTa BUPYCHBIX YACTHII.

3areHeHHe pacTeHHUH Iocie 3apa)KeHHs MPUBOAMIO K YBEJIWYEHHIO pa3-
MEpPOB HEKPO30B y PACTEHUH (acoiu, MOpakeHHBIX BUPYCOM MO3aUKH JIIOLEPHBI
[Desjardins, 1969], HO MHTMOMPOBAIO pa3BUTHE HEKPO30B B JIUCTHSIX PACTCHUH
(aconu U B OTAENEHHBIX TUCThIX pacteHuid G.globosa, MHOUIMPOBAHHBIX BUPY-
coM Hekpo3sa Tabaka [Hofferek, 1967] u X-Bupycom kaprodens [Huguelet, Hooker,
1966], coorBeTcTBeHHO. HE00XOAMMO OTMETUTH, YTO B OTJCIICHHBIX JIUCThIX HEKPO-
361 OBUTH OOJIBILIE IO CBOMM Pa3MepaM, YeM B JIHCThSIX, HAXOISIIINXCS Ha paCTCHUH
[Nakagaki, Hirai, 1971].

Bonbioe BiusiHUE HA pa3BUTHE HEKPO30B OKa3bIBAET TEMIIEPATYypa OKpYKaro-
meit cpeapl. I. Comroen [Samuel, 1931] yctaHOBuMII, UTO € MOBBIILICHHEM TeMIIepa-
Typbl YBEIUYMBAKOTCSA HEKPO3bl, MHAyLUpoBaHHblE BTM B nuCTBAX pacTeHUil MN.
glutinosa, a npu 35°C j0KanbHbIe HEKPO3bl HE 0OPA30BHIBAIKICH U BUPYC CUCTEMHO
3apaxkan pacteHus. Eciu 3T pacTeHus 3areM NMEepeHOCWIN B KaMepy ¢ TeMIlepa-
Typoi Boznyxa 21°C, To mpoucxofuia ObIcTpas HEKpOTU3aLMsl MHOUIIMPOBAHHOM
TKaHU. AHaJIOTHYHbBIE Pe3yNIbTaThl ObLIHM MOTy4YeHBl U Ipyrumu aBTopamu [Hayashi,
Matsui, 1965a; Jockusch, 1966; Martin, Gallet, 1966a; Shimomura, 1972; Wu, 1973;
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Takahashi, 1975; Pfannenstiel, Niblett, 1978; Goto, Taniguchi, 1980]. Yeenuuenue
pasMepoB HEKPO30B MPH MOBHIILICHUH TEMIIEPaTypbl MHKYOALUH PACTEHUI COMPOBO-
XKJIAIOCh YCUIIEHHEM HakorieHus: Bupyca [Gaborjanyi, El Hammady, 1969; Martin
et al., 1969].

[oBbIIeHHE TeMIIEpaTypbl OJIOKUPYET PEaKLUI0 CBEPXUyBCTBUTEILHOCTH, HO
9TOT (peHOMEH 3aBHCHUT OT KOMOMHAIMM BUpYyc-pacTeHue. B Hammx ombiTax [Ma-
nuHOBCKHH, 1998] y pactenuii Tabaka coproB Kcantu vk, Camcyn 47/10, CamcyH
27, Camcyn EN u N. sylvestris mocne 3apaxenust uzonsitom 412 BTM 00pa3oBbl-
BaJIMCh JIOKAJIbHbIE HEKPO3bl MpU Temneparype Bozayxa 1o 34°C. Ilpu 35°C y Bcex
pacteHuii pa3BuBanack cuctemHas peakuus. llltamm OM BTM BoI3biBan o6paso-
BaHME HEKpo30B y pacteHuii coproB Camcyn 27, Camcyn EN u N. sylvestris nipu
temneparypax a0 35°C, a nmpu 3Toil TeMieparype CBEpXUyBCTBUTENIbHAS PEaKIHs
MEHsJIach Ha YyBCTBUTENbHYIO. Y pactenuid coproB Kcantu vk u Camcyn 47/10,
3apakeHHBIX mTaMmmMoM OM BTM, nokanpHble HEKPO3bI HE (OPMHUPOBAIUCH MPH
TeMmeparype Bo3ayxa cbiie 28°C. bbul caenaH BBIBOJI, UTO BBICOKasl TEMIIeparypa
MoAaBisieT 00pa3oBaHUE HEKPO30B, O0JbIIe HHTEPPEPUPYS C HEKOTOPHIMH TEMIIe-
parypodyBCTBUTENBHBIME (DYHKUMSIMH MaTtoreHa, yem pacteHuid [Goto, Taniguchi,
1976; Durbin, Klement, 1977]. B otiuuue ot mramma OM BTM m3omat 412 BTM
HE BBI3BIBAJ Y pacTeHui copra Tabaka CaMCyH BUJUMBIX CUMIITOMOB 3200JI€BaHHS
nipu 25°C. IIpu 32°C y aTux pactenuit yepes 10 cyT nocie 3apakeHus H30a1ToM 412
BTM Ha BepXHHX JIMCTHIX Pa3BUBAINCH CUMIITOMBI (MO3auKa JINCTHEB), IOXOKUE Ha
CHUMIITOMBI, BbI3bIBaeMbIe mTaMmmoM OM BTM [ManunoBckuii u ap., 1993a].

6.4. O6pa3oBaHue NoKanbHbIX HEKPO30B B 3aBMCUMOCTU OT
MHTEerpaumm KneTok u TKaHew

6.4.1. Ponb anudepmuca npu ¢hopMuposaHuU JIOKaJlbHbIX HEKPO308

OO6pazoBaHne JTOKAIBHBIX HEKPO30B B JINCTHAX CBEPXUYBCTBUTENBHBIX pac-
TEHHH OBUIO 3HAYMTENLHO WM MOJHOCTHIO TIOJNABICHO IMOCIE YIAICHHUS HHOKY-
JUPOBAHHOTO DIHJCPMHCA WIH 3apakeHHs oOHaxxeHHoro Meszoduiia [Welkie,
Pound, 1958; Kontaxis, 1961; Dijkstra, 1962; Ehara, Misawa, 1967; Yamaguchi,
Shimomura, 1968; Shimomura, 1971, 1977b; Wieringa-Brants, 1981]. B nHamux
onbiTax [[lymunosa u ap., 1983] ObLIO yCTaHOBIIEHO, YTO B MPo0ax, B3sATHIX B HH-
tepBasie 0-5 4 OT 3apakeHHs JIMCThEB pacTeHNH Tabaka copra KcanTu HK mTaMmmMoM
OM BTM g0 ynaneHusi HHOKYJIHPOBAHHOTO SMTUAEPMIICA, B Me30(pniie o0HapyKH-
BaeTcs MHMEKIMOHHbBIN BUpyc. OIHAKO HEKPO3bl B U30JIMPOBAHHOM SITUIEPMHUCE U
oOHakeHHOM Me3o(hwuiuie He GopmupoBanuck. llpu yaanenun snumepMuca gepes
5-6 4 1ocie MHOKYJISALUK B Me30(huilie pa3BUBAINCh HEKpo3bl (Tadm. 6.1). B 00-
Ha)XEHHOM Me30(hniuie 00pa30oBRIBAIIOCH HEKPO30B MPUMEPHO B 3-7 pa3 MEHBIIE,
YeM B KOHTPOJIE (JTMCThS C HeyJaJIEHHBIM dMHIepMrucoM). Ecin 3apakenne mcTheB
MPOBOAMIH 0€3 KapOOopyH/1a, TO BpeMsl KOHTaKTa HHOKYJIHPOBAHHOTO STIHJIEPMICA C
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Me30(UILTIOM, HEOOXOMMOE ISl TIOSIBJICHHUSI HEKPO30B B OOHAXKEHHOM Me30(duiuie,
YBEIUYUBAIOCH Ha 2-4 4. DTO BpeMs MEHSJIOCH B Ipeeniax 1-2 4 OT OmbITa K OTbITY,
YTO, MO-BHIUMOMY, OOBSCHSETCSI U3MEHYMBOCTBIO YCIIOBHI BHEIIHEH Cpelbl (TeM-
reparypa, BIQKHOCTb U T.JI.) © OCOOCHHOCTSIMHU PACTCHUMN KaXKJIOH MapTHH.

Tabnuya 6.1

Yucito TOKaIbHBIX HEKPO30B B H30JMPOBAHHOM 3IHJIEPMUCE U OOHAXKEHHOM Me30(uiLie

JUCThEB pacTeHui Tabaka copta KcaHTu HK, yCIIOBHBIC €MHUIIBI

(o Manunosckomy, Llymuiooii, Cenenkoi, myOIMKyeTcst BIEpBbIE)

BpeMms oT HHOKYISILMY JTUCTHEB 10 W3onupoBaHHbII OOHaKCHHBIN
YIaJIeHUs dNHUepMHUCa, U SMUICPMHUC Me30(huILT
0 6e3 kapbopyHIa 1,00 1,00
¢ kapOopyHIOM 1,00 1,00
) 0e3 kapbopyHIa 1,00 1,00
¢ kapOopyHIOM 1,00 1,00
4 6e3 xkapbopyHIa 1,00 1,00
¢ KapOOpyHIIOM 1,00 1,00
6 0e3 kapbopyHIa 1,00 1,00
¢ KapOOPYHIOM 1,00 1,19+ 0,05
g 0e3 kapbopyHIa 1,00 1,00
¢ KapOOpyHIIOM 1,00 1,39 £0,08
10 6e3 kapbopyHaa 1,00 1,26 £ 0,06
¢ KapOOPyHIOM 1,00 1,55 +0,09
12 6e3 kapbopyHIa 1,00 1,30 + 0,04
¢ KapOopyHIIOM 1,00 1,61 £0,06
24 0e3 kapbopyHIa 1,00 1,38 £ 0,05
¢ KapOOpyHIOM 1,00 1,72 + 0,08
30 0e3 kapbopyHIa 1,00 1,50 £ 0,06
¢ KapOopyHIOM 1,00 1,81 +£0,07
36 6e3 kapbopyHIa 1,00 1,44 £ 0,06
¢ KapOOpyHIIOM 1,21 £ 0,05 1,95 £ 0,06
48 0e3 kapbopyHIIa 1,27 £ 0,06 1,54 +£0,08
¢ kapOopyHIOM 1,49 £ 0,08 2,12+ 0,06

Ilpumeyanue. JINCTbsI CPEHETO Apyca CPe3alld U 3apaskail HUXKHIO IIOBEPXHOCTb CyCIICH-
sueit OM BTM B 0,1 M docdarnom Oydepe pH 7,0 (100 Mxr/mir) ¢ mocaenyomum 00-
MBIBOM BOZIOH. JIMCTBsI MOCIIe 3apa)keHHst IeprKalli BO BIAKHOH KaMepe MPHU IMOCTOSTHHOM
ocgetiennu (3000 5k) 2 cyt. Yucno Hekpo3oB paccuutbiBain Ha 100 cM? MOBEpXHOCTH

TKaHU.
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Hexkpo3ss! He pa3BUBaINCE U B 3MUAEPMHUCE, N30JIMPOBAHHOM IOCJIE 3apake-
Hus JmctheB [Kasamo, Shimomura, 1977; Coutts, 1980; lymunosa u ap., 1983].
[Tpu rpubHBIX 3a00N€BaHUSAX ANHACPMATbHBIE KIETKH CBEPXUyBCTBUTEIBHBIX pac-
TEHHI He HEKPOTU3MPOBAINCH Jake Oyay4M MPOHM3aHHBIMH rayctopusimu [/leBe-
porut, 1980]. Ha pacTeHusiX BUTHBI, 3apak€HHBIX BUPYCOM OTYpEUHOW MO3auKH, U
pacrenusx Tabaka copra CamcyH NN, nopaxenusix BTM, ObL10 oka3zaHo, 4To CHa-
Yajia HeKPOTH3UPYIOTCSI KIIETKH Me30(uiuia, a motoM snuaepmuca [Ehara, Misawa,
1968, 1969; Hosokawa et al., 1989].

OTcyTcTBHE WM 3ara3/blBaHue HEKPOTU3ALUH SMHUAEPMAIbHBIX KJIETOK IO
cpaBHEHHIO ¢ Me3ouiIbHbIME nano HaMm [LlymunoBa u np., 1983] Bo3MOKHOCTB
MPEANOI0KNUTE, YTO B MUACPMUCE MIPU 3apasKeHUN MTPOUCXOJUT 00pa3oBaHKe MM
AKTHMBHPOBAHHE KaKOT0-TO HHAYKTOpa HEKPO3000pa30BaHusl, KOTOPHIH HE CLIOCOOeH
BBI3bIBATh HEKPOTHU3ALMIO AMHJIEPMAJIbHBIX KJIETOK, HO TPAaHCIIOPTUPYETCS B ME30-
GWLT 1 UHOYUUPYET CMEPTh KIETOK. TOKCHYHBIE BEIIECTBA, CHHTE3UPYIOIIUECS B
THOHYIIMX ME30(MIBHBIX KIETKAX, 3aTEM BBI3BIBAIOT HEKPO3 SIMUAECPMAIbHBIX KIle-
TOK. Bpsin nu BUpycC SBISIETCSI 9TUM MHIYKTOPOM, TaK KaK B HAIIMX OMbBITaxX HH(EK-
LUOHHBIN BUPYC BBIBISUICS B ME30(HIUIC IPH YIAICHUH SIHICPMIICa B HHTEpBAJe
0-5 4 mocne 3apakeHusl, HO HEKPO3bl He (POPMUPOBAIUCH. DTO TPEANIOTOKEHHE MO
TBEPIKAAeTCsI JaHHBIMU 00 00pa30BaHUM B dMuAepMuUce 3apakeHHbIX BTM mnncThes
YYBCTBHUTEJBHBIX U CBEPXUyBCTBUTEIBHBIX PACTCHUH Tabaka Kakoro-To BELIECTBa,
OTPHLATENIBHO BIUSIOIIETO Ha COCTOSIHUE MEMOpaH Me30(MIbHBIX KieTok [Kasamo,
Shimomura, 1978].

MoskeT OBbITh M Apyroe 0ObsCHEHUE: Me30(HIbHbIC KIETKH HEKPOTU3UPYIOT-
Csl HE B pe3ynbTare TPaHCIopTa U3 MuepMuca HHIYKTOpa HEKPOTH3aIHHY, a Iocye
3apakeHus1 BUPYCcoM. Bo3MoxHO, Ui Havyajga HEKpo3000pa30BaHHs HEOOXOIMMO
OTIpE/ICTICHHOE COJIEpYKaHNE BUpYyca B KJIETKE W HEKPOTHU3aLUsl KIETOK Me30(huia,
oOHakeHHOTO B MHTepBajie (-5 4 mocie 3apa)keHusi, He IPOUCXOANUT M3-32 HU3KOM
KOHIIEHTPALlMK BUpYCa B pe3ysbTaTe yAaJlleHUs SIHAepMHCa 10 MOMEHTa BbIXO/a B
Me30(HIT OCHOBHOW MacChl HAKOITMBILIETOCS B 3IMUACPMHUCE BUpYca U HENOCTaTKa
BpPEMEHH JUIsl Pa3MHOKEHHsSI BUpYyCa, TPOHUKIIETO 32 9TO BpeMsl B ME30(HILIL.

6.4.2. BnusiHue ocMomu4ecKo20 uokKka Ha obpa3oeaHue s1oKafbHbIX
HeKpo308

['unepronnyeckue pacTBOpbl MAHHUTA M APYTMX OCMOTHYECKH aKTHBHBIX
BEIIECTB BBI3bIBAIN IUIA3MOJIN3 KJIETOK, HAPYLIAIOUIMH MEXKIECTOUHOE B3auMOACH-
CTBHE, IIOZIABIISIIM 00pa30BaHKUE JOKAIbHBIX HEKPO30B U CHIKAJIM COJEPKAHUE BU-
pyca B IJIa3MOJIM3UPOBAHHBIX JIMCTHSIX IO CpaBHEHUIO ¢ KoHTposeM [Kalpagam et
al., 1977; Coutts, 1978b; Gulyas, Farkas, 1978; ManunoBckuii u np., 1989]. Hamu
[ManuHOBCKHME 1 Ap., 1989] ObLIO yCTaHOBIEHO, YTO HU3KOE COJIEP’KaHUE BHpyCa
00yCIIOBJICHO CIIEIYIOIIMMU NPUYMHAMH. BO-IEpBBIX, pacTBOPHI ILIa3MOJUTHUKOB
uHruoupoBasu pasmMHoxxeHne BTM u ctenenb yruerenus Obuia IpornopLuroHaibHa
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KOHILICHTPALIUK BELIECTBA B PACTBOPE U BPEMEHHM €r0 BO3JIEUCTBHs HA KIETKU. Bo-
BTOPBIX, PACTBOPHI IUIA3MOIUTHKOB TOPMO3WIX TpaHciopT BTM no nucty. BepositHo,
IIJIa3MOJIA3 KJIETOK HE SIBIISIETCS €AMHCTBEHHON IIPUYUHON TOPMOKEHUS TPAHCIIOPTA
BTM, tak kak Takoi xe 3PeKT BbI3bIBAIHN I'UIIO- U H30TOHUYECKHE KOHIICHTPALIIH
MaHHUTA. B-TpeTbUX, B IUIa3MOIU3UPOBAHHBIX JIUCThAX MPOUCXOANIIA HUHAKTUBALIUS
BTM. Tak, runepToHHYECKUI pacTBOp MaHHUTA CHIKAT HHPEKIIMOHHOCTD TUCKOB
U3 TUCThEB pacTeHni Tabaka copToB CamcyH u KcaHTn HK, ”HKyOMPOBaHHBIX MTOCTIE
3apaKeHUs Ha BOJIE U IIEPEHECEHHBIX 3aTEM Ha PACTBOP MaHHUTA.

Kak nmokasanu pe3ynsraTsl 3J1eKTPOHHON MUKPOCKOITUH CHIKEHHE MH(EKIIU-
OHHOCTH P00 OBIIIO 00YCIIOBIEHO JAerpajanreil BUPYCHBIX YaCTHIL MOJ] BIUSHUEM
MaHHUTA. B nuckax u3 nucteeB pactenuit copra CaMcyH, HHKYOMPOBAaHHBIX MOCTE
3apakeHusl Ha BOJIe B TeueHHe 96 u, HECKONBKO YBEIMYMBAJIOCh CO/IEpIKaHUE KO-
POTKHUX YacTHUL[ U yBEIMYUBAIOCH YUCIIO arpPErMPOBAaHHBIX YACTUL] 110 CPABHEHUIO
¢ KoHTpoJeM (ucxonHblii mpenapar BTM). AHanornuHoe pacrpeeieHue YacTHII
BTM no mymmHe Ob10 B ipo0ax M3 JIMCThEeB pacTeHuid copra Kcantu HK 10 popmu-
POBaHMsI BUAMMBIX JIOKaJbHBIX HEKPO30B. 3aTeéM B 3THX MPOo0ax 3HAYUTEIBHO TO-
BBILIAJIOCH COAEPKAHUE KOPOTKUX YaCTUL[ U YMEHBIIAIOCh KOJIMYECTBO BUPUOHOB
MoznanbHOH AnuHbl (300 HM) M arperupoBaHHBIX YacTUll. B auckax o6oux copTos,
IIEPEHECEHHBIX C BOJbI HA PACTBOP MAHHUTA, 3TH PA3JIMUUs OT KOHTPOJIL BO3PACTAIIN
(Tabm. 6.2).

Tabnuya 6.2
Pacnipenenenue yactuy BTM pa3Hoii AJIMHBL B TOMOI€HAaTax AUCKOB U3 JINCTHEB PACTEHUN
Tabaxa coproB CamcyH u Kcantu HK, ”HKyOMpoBaHHBIX Ha Boze u 0,6 M pactBope
MaHHUTa (110 MannHoBckoMy, BapgonomeeBoii, myOnukyeTcs BIepBbIe)

Bpems HHKy6ari KonuuectBo yactuil, % K KOHTPOJIIO
JIMCKOB Ha BOJE U <270 am 270 - 330 am > 330 am
MAHHHTE, 1 I 1 I 11 I 11
Ucxomnbrit
npenapar BTM 100 100 100 100 100 100
(KOHTpPOJIB)
24+0 126 £8 117+5 102+6 | 100+£9 | 89+9 | 81+6
24 +72 164+9 | 169+6 75+7 68+6 | 705 | 71+6
48+ 0 129+6 | 144+8 10549 | 144+£8 | 86+6 | 7948
48 +48 140+9 | 1776 80+5 676 | 766 | 61%5
72+0 119+9 154+ 6 105+7 776 | 91+£8 | 665
72 + 24 132+5 187+8 88+ 5 67+6 | 85+8 | 53+8
96 +0 122+5 188 +7 103 +8 73+£6 | 89+6 | 585

ITlpumeuanue. 1 - mpoOBI U3 TUCTHEB pacTeHUi copra CamcyH, II - KcanTu HK.
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6.4.3. [lposieneHue 2eHa N 8 u3zosiupogaHHbIX npomornsacmax

B 1972 romy 6bu10 BriepBhIe BhickazaHo npeanonoxenne [Otsuki etal., 1972a],
YTO ISt UHAYKIIUU T€Ha CBEPXUYBCTBUTEILHOCTH HEOOXOIUM KOHTAKT MH(HUIIUPO-
BaHHBIX KJICTOK C COCEIHUMHU 370POBBIMH KJIETKAMU TKaHEH JINCTA, TaK KaK MPOTO-
IJ1aCThI, H30JIMPOBAHHBIC U3 ME30(MILIA JUCTHEB CBEPXUYBCTBUTEIBHBIX PACTEHUI
Tabaka u 3apaxkeHHble BTM nociie n301upoBaHusi, COXPaHSIIU CBOIO )KH3HECTIOC00-
HOCTh. AHAJIOTUYHBIEC PE3YJILTAThl OBUIH TIOJYYEHBI U JpyruMu aBTopamu [ KoBaseH-
KO | Jp., 1982; ManunoBckuii u ap., 1983, 1986].

OTCyTCTBUE HEKPOTH3AIMUA WHOUITUPOBAHHBIX MPOTOIIACTOB MOXET UMETh
u apyrue oowsicaenus. [To muenuto 5. Bangepnnanka [1981, c. 85] runepronuye-
CKUH PacTBOp MAaHHUTA MHKYOAIIMOHHOM CpPE/ibl BBI3BIBACT COMOIMMEPHU3AIIUI0 OelI-
KOB, OTBETCTBEHHBIX 32 Pa3BUTHE PEAKIIUH CBEPXYYBCTBUTEIBHOCTH, U U3MECHSET
TEM CaMbIM PEaKIIHIO TPOTOILIACTOB CO CBEPXUYBCTBUTEIBHON HA YYBCTBUTEIBHYIO.
Bo3MokHO, W30IMpOBaHHBIE TPOTOIUIACTHI OCTABAIUCH JKU3HECIIOCOOHBIMU TIOCIIE
3apakeHUsl MMOTOMY, YTO MHKYOMPOBAIKMCH B JKHUJKOW cpejle. B ombiTax ¢ menbiMu
pacTeHHussMU 00pa30BaHUE HEKPO30B 3aMEUISIOCHh MM MOJIHOCTHIO MPEIOTBpalia-
JIOCh TIPH TIOTPYKEHUH WHOKYJIUPOBaHHBIX JINCTheB B Boxy [Cenenkas, YKypasies,
1976; KoBanenko, 1988].0qHako MCHOIB30BaHUE TBEPJOM arapu3OBaHHON Cpeabl
JUTSL HTHKYOAIlUY MPOTOILIACTOB, MHOKYIHMpOoBaHHBIX BTM mocie u3onupoBanus, He
CKa3bIBAJIOCH HA UX cOCTossHUU [ManuHoBckuit u np., 1993s].

Ecnu npororinacThl BBIIESIIN U3 HHOKYJIMPOBAHHBIX TUCTHEB, TO B TPO0ax u3
pactenuii Tabaka copra CaMCyH CoJepaHHE HEXH3HECIOCOOHBIX MPOTOILIACTOR
OBLIO CTAaOMIIBHBIM B TCUCHUE BCETO BPEMEHHU OIbITAa U HE OTIMYAIOCh OT KOHTPOJIS
(mpo0a u3 TUCTHEB 3I0POBBIX pacTeHui). He3aBUCUMO OT KOHCUCTEHIIUU ITUTATEIb-
HOW Cpeibl TS KYJIbTHBUPOBAHUS MPOTOIIACTOB, B MPO0aX U3 3apasKeHHBIX JINCTHEB
pacteHuii Tabaka copra KcaHTH HK, HHKyOMPOBaHHBIX 0 BBIJCICHHUS MPOTOILIA-
ctoB nipu 25°C, copepKaHUe HEIKUZHECIIOCOOHBIX MPOTOILUIACTOB OBLIO BEIIIE, YEM
B KOHTpOJe. Pa3inuuust Mex 1y ONMBITHBIMUA M KOHTPOJIBHBIMU MPOOAMK BO3pacTaIn
C YBEJIMYCHUEM BPEMEHU OT MOMEHTA 3apakKCHUs JINCTHEB JI0 UX Mallepallii U B
MpoIecce KYJIBTHBUPOBAHUS MPOTOILUIACTOB B MUTATENBHOM cpene. Ecnu pacteHust
Tabaka copra KcaHTn HK MHKYOMUpOBaJIM JI0 BBIICICHUS MPOTOILIacTOB npu 32°C
(Tipu ATOM TeMmepaType HEKpO3bl He 00pa3yOTCs U PACTCHUS CTAHOBSITCS “4yBCTBU-
tenapHbIMU” [Jockusch, 1966]), To conepxaHne HEKUIHECTTOCOOHBIX MPOTOILIIACTOB
B mpo0ax w3 37J0POBBIX U OOJILHBIX PACTEHUI OBUIO OJMHAKOBBIM [ MaJIMHOBCKHUM 1
ap., 1993c].

[Ipu uakyOanuu pacrenuit mpu 25°C mpoObl IPOTOILIACTOB U3 OOJIBHBIX pac-
TeHul Tabaka copra CaMcyH umMenn 0oJiee BHICOKYHO MH(PEKIIMOHHOCTh 110 CPaBHE-
HUIO C TPOTOIUIACTaMH M3 pacTeHuil Tabaka copra Kcantu Hk. OnHaKo eciu nepe-
CUMTATh MH(EKIIMOHHOCTh MPO0 Ha OIMHAKOBOE YHCJIO JKU3HECIIOCOOHBIX MPOTO-
IJIACTOB, TO Pa3IHUUs MEXKIY MPoOaMH 3TUX COPTOB OyayT He3HAa4YUTeNbHBI. [Ipu
nHKyOaruu pacteHui npu 32°C mpoToruiacTsl U3 pacTeHui Tabaka copra Kcantu Hk
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CYIIECTBEHHO HE OTIMYAIUCH 0 MHPEKIHMOHHOCTH OT MPOTOILUIACTOB U3 PACTCHHUM
Tabaka copra CamcyH [ManuHoBckuit u ap., 1993c].

6.4.4. [IposienneHue 2eHa N 8 u3zonupoeaHHbIX Kilemkax

BeposTHO, B HEKpOTH3alUU KIETOK BaYKHYIO POJIIb UTPAET KIETOYHAS CTEH-
Ka. B momp3y 3TOro mpearnonokeHus CBHIACTENBCTBYIOT pesyibrarsl padotsl T.E.
Paccenna u P.C. Xanusemnna [Russell, Haliwell, 1974], mokazaBmmx, 9To peaxius
OJIMHOYHBIX KJIETOK U KJIIETOYHBIX arperaroB, N30JIMPOBAHHBIX U3 JINCTHEB 3I0POBBIX
pactennii Tabaka copra Camcyn NN, Ha 3apakenrne BTM moxoxka Ha OTBETHYIO pe-
aKIHUIO KJIETOK, HaXOISAIIMXCS B cocTaBe ncTa. CorlacHO HaIlIuM JIJaHHBIM [Manu-
HOBCKUH 1 1p., 1993¢] copeprkanne HEKN3HECTIOCOOHBIX H30JIMPOBAHHBIX KIETOK B
pobax u3 OONBHBIX pacTeHni Tabaka copra KcaHTu HK, HHKyOMpPOBAaHHBIX JI0 Malle-
pamuu nuctheB npu 32°C, ObIIO YBETUYEHO MO0 CPABHEHUIO C TPOOAMH U3 370POBBIX
pactennii. CienoBartelbHO, TeH N HHIAYIMPOBAJICS B KJIETKaX MOCIIE HAPYIIEHUS HX
naTerpanun. CopepikaHrne HeXXU3HECTIOCOOHBIX KIIETOK B MPO0axX M3 YyBCTBUTEIb-
HBIX pacTeHuil copra CaMCyH, He UMEIOIIHX TeHa N, ObUIO OJMHAKOBBIM B OTBITE U
B KOHTPOJIC M HE 3aBUCEN0 OT TeMIleparypbl HHKyOanmuu pactenunid. Kiietku, Boiie-
JICHHBIE U3 JINCTHEB OOJIBHBIX pacTeHui copra KcaHnTn HK, conepxain HHPEKITNOH-
Hblii BTM. MH(eKIMoHHOCTh KIIETOK TOBBIIIANACH C YBEIMYCHUEM JUTHTEIHHOCTH
Y TeMIIepaTypbl HHKyOalluu pacTeHUl mociie 3apakeHus. Bupyc pazMHoxaics u B
M30JIMPOBAaHHBIX KJIETKAX B XOJI€ KyJTHTUBUPOBAHMUSL.

BeposiTHO, BBISBJICHHBIE B HAIIMX OIBITaX Pa3iHMdUsi MEXy U30JUPOBAHHbI-
MU MPOTOIIIACTAMH M KJIETKAMH U3 JTUCThEB pacTeHuit Tabaka copra Kcantu Hk 00y-
CJIOBJICHBI NIPUCYTCTBUEM y KJIETOK KJIETOYHOH CTeHKH. MexXaHW3M JeiCcTBHS Kile-
TOYHOW CTEHKH Ha HEKPOTH3AIMIO KJIETOK TIOKa He M3BecTeH. BO3aMOXKHO, B KIIETOU-
HOW CTEHKE JIOKaJM30BaHbI HHIyKTOPHI TeHa N, CTOCOOHBIE BHI3BIBAThH IKCIIPECCHIO
reHa W B M30JUPOBAHHBIX KJIETKAX, HAXOJAIIMXCS B THIIEPTOHHYECKHUX YCIIOBHSX.
Mer [ManuaoBckuid u ap., 1993c] HuKoraa He HaOIIOMANN Y H30JIMPOBAHHBIX KIle-
TOK ITOJTHOTO OTXOAA TUIa3MajeMMbI OT CTEHKH, TO €CTh MHIIyKTOPBI MOTJIA IIPOHHU-
KaTh BHYTPh KJIeTKH. KpoMe Toro, 3T0 Mpe/noaokeHne NOATBEPIKIASTCS OMBITAMH,
B KOTOPBIX OBLIO IOKA3aHO, YTO JI00aBJIeHHE B MHKYOAIMOHHYIO Cpely HHTHOUTOpa
JHK-3aBucumoro cunre3a PHK aktnHoMunmHa /| MOTHOCTHIO MOJABISIO THOEH
KIIETOK, M30JUPOBAHHBIX U3 OOJIEHBIX pacTeHHi copra KcaHTH HK, HAXOIUBIIUXCS
Jo marepauud aucteeB npu 32°C. lucnepcuonusiii aHanu3 [[lnoxunckuid, 1961]
MOKa3aJl, 4YTO B ATOM cliydae BIUsSHHUE 3apakeHus: pactenunii BTM Ha coxepikanue
HEXXH3HECTIOCOOHBIX M30JUPOBAHHBIX KJIETOK ObLTO paBHO 49 % (cTereHs BeposT-
HocTH P = 0,99), a Bniusgane 00padotku antnouoTkom — 25 % (P = 0,99). CoBmect-
HOE JIefiCTBHE 3TUX ABYX (PaKTOPOB Ha COJEpKaHHE HEIKU3HECITOCOOHBIX KIIETOK B
podax Obw10 paBHo 4 % nipu P =0,95. AxtuHoMunuH /I moutn He BIMsI HA KIICTKH,
BBIJICTICHHBIE W3 OOJIBHBIX pacTeHUH, HMHKyOupoBaHHBIX mpu 25° C. B aToM ciryuae
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reH N, mo-BUAMMOMY, ObIT YK€ MHAYLHPOBAH B KIIETKaX, KOIJa OHHU €lle HaXOAu-
JIUCh B COCTABE JIUCTA.

Takum 00pa3om, MoydeHHbIC JaHHBIE CBUACTEIBLCTBYIOT O TOM, YTO HHTErpa-
LS KJIETOK HE SIBJISIETCS 00S3aTeNIbHBIM YCIOBUEM JUIsl MHAYKIMH reHa N, KOHTpo-
JIPYIOLIETO PEaKIMIO CBEPXUYBCTBUTEIBHOCTH Y PACTeHUH Tabaka Mpu BUPYCHOM
MOPaKCHHUH, TaK KaK OH MOXKET OBITh HHAYLMPOBAH U B U30JUPOBAHHBIX KIETKAX.

6.5. npOHMLI,aeMOCTb KNeTO4YHbIX MeM6paH Y 4YyBCTBUTEJIbHbIX U
CBepx4yBCTBUTEJIbHbIX paCTeHMﬁ, nopaxeHHbIX BUpycamMmu

Cunraercs [Metnunkuii u mp., 1984], uro HekpoTuzanus WHOUIUPOBAH-
HBIX KJIETOK CBEPXYYBCTBUTEIILHBIX PACTCHHI MPOUCXOAWUT B PE3yJbTaTe BHIXOIA
(heHOIOB M3 MEHTPAILHOW BaKyOIld W THUIAPOIUTHYECKUX (PEPMEHTOB W3 JIM30COM
BCJIE/ICTBUE HAPYIICHHUS IIETTOCTHOCTH KJIETOYHBIX MEMOpPaH U YBEITUYEHHUS UX MPO-
HUIaeMOCTH. Takoe yBelnndeHue JAeWCTBUTENIEHO 0OHAPYKHUBAJIOCh TIOCIE 3apaxe-
HUS BUPYCaMH Y CBEpXUyBCTBUTEILHBIX PACTEHHIA JI0 TIOSBIICHHUS U BO BpEMS pOoCcTa
BHIUMBIX HEKpo30B [bpererosa, lllemaronona,1971; Kato, Misawa, 1976; Ohashi,
Shimomura,1976; Weststeijn, 1978; Pennazio et al., 1981; Beleid El-moshaty et al.,
1993]. OnHako ocTaBanOCh HE SICHBIM, TPOUCXOIUT JIM YBETUUCHUE TPOHULIAEMOCTH
KJIETOYHBIX MEMOPAaH TOJIEKO B 3apayKEHHBIX HEKPOTHU3UPYIOIUXCS KIIETKAX WM OHA
MEHSETCS TAaK)Ke B COCEAHMX KJIeTKax. ECi OHa AeliCTBUTEIIEHO TTOBBIIIASTCS B IPH-
HEKPO3HBIX KJIETKaX, TO JeCTPYKTHBHBIE U3MEHEHHSI B ATHX KIIETKaX, OTIEPEKAFOIINE
TPAHCIIOPT BUPYCA, MOTYT OBITh OTHOM M3 MIPUYWH JIOKAJIH3AIH BUPyca B HEKPO3aX.
[ToaTomy HaMu OBLITO TPOBEACHO ONpEeNIEHHE TPOHUIIAEMOCTH MEMOpPaH HEKPOTH-
3WPOBAHHBIX U MPUHEKPO3HBIX KJIETOK B JINCThSIX pacTeHui Tabaka copra Kcantu
HK, opaxxeHHbIX raMMoM OM BTM. [lo namum nanseiv [Ceneukas u ap., 1996],
MIPOHUIIAEMOCTh KIETOYHBIX MEMOPaH YBEIMUNBAIACH B 3aPAIKEHHBIX JIUCTHSAX MPO-
MTOPIIMOHATIFHO YHCIy W pa3MepaM 00pa30BaBIIMXCS HEKpo30B. OHa MOBHIIIAIACH
KaK Y HEKPOTH3HPOBAHHBIX, TaK U Y JKUBBIX KIETOK, OKPYKAIOIINX HEKPO3BI.

Bo3MorkHO, yBerueHHe TPOHUIIAEMOCTH KJIETOYHBIX MEMOpPaH B TPHUHEKPO3-
HO¥ 30HE 00BSICHIETCS CIIEAYIONIMMH TPUIHMHAMA. Bo-TIepBIX, HaYaBIIeHCs HEKPO-
TU3allMel MOTPaHNYHBIX C HEKPO3aMH KIIETOK B Pe3yJIbTare TPaHCIOpTa BHpyca U
pocTa HeKpo30B. BO-BTOpPHIX, M3MEHEHUSMHU B CTPYKTYpPE W METa00IM3Me KIIETOK,
MIPUBOASIIUX K JIOKAJIN3AIUK BUpYyca. B-TpeThbUX, OHO MOXKET OBITH BRI3BAHO KaKHM-
TO THIIOTETUYECKUM BEIIECTBOM, TPAHCIOPTHPYIOIIUMCS U3 HEKPOTHU3UPYIOIIUXCS
KIIETOK W BIUSIONIUM Ha COCTOSIHHE W TPOHUIIAEMOCTDH IUIa3MajieMMbl M JPYTUX
MeMOpaH B COCETHUX KJIeTKax. B Mmob3y 3TOro MpeanoiaokeHus: CBUIETeIbCTBYIOT
pesynbrarel K. Kazamo u T. Cumomypsl [Kasamo, Shimomura, 1978], koTopslie mo-
Ka3aju, 4TO MOBBIIICHHE aKTUBHOCTH MEMOPAHHOCBSA3aHHOW Mg -aKTHBHPYEeMOit
AT®da3p1 B Me30(MIBHBIX KIIETKaX JUCThEB CBEPXUYBCTBUTEIBHBIX PACTeHUN Taba-
Ka TPEAIIeCTBYeT TPAHCTIOPTY BUPYCHOTO WH(EKIIMOHHOTO Havalla U3 dMUepMuca
B Me30(niut. Bo3M0XHO, UMEHHO ATOT (PaKTOp MHIYLIUPYET H3MEHEHUS B CTPYKTY-



124 B.U. MATIMHOBCKUA

pe ¥ MeTaboIM3Me KIETOK, KOTOPhIe CKa3bIBAIOTCS HA MPOHULAEMOCTH KIETOYHBIX
MeMOpaH ¥ MPUBOIAT K HEKPOTU3AUH KJIETOK U JIOKaIU3aluy BUpycCa.

OTO TUMOTETUYECKOE BELIECTBO, MO-BUAMMOMY, OTJIMYAETCSA OT OMHUCAHHOTO
B JIUTEpAType PaHEBOIO CUTHANA, KOTOPBIM OBICTPO pacmpocCTpaHsieTcsl Mo pacTte-
HUIO U YK€ Yepe3 HECKOJIBKO 4acOB TOCIe MEXaHWYECKOTO MOBPEXAECHUS JINCTHEB
H3MEHSIET LEJOCTHOCTD IJIa3MajeMMBbl KJIETOK, PacloIOKEHHBIX Ha OONBLIOM pac-
CTOSTHUM OT MecTa noBpexacHus [ Walker-Simmons et al., 1984b]. B nHamux ombl-
Tax, €Clid CyIUTh MO0 CKOPOCTH M3MEHEHHS MPOHUIAEMOCTH KJIETOYHBIX MEeMOpaH,
9TO BEIIECTBO JEHCTBOBAJIO MEAJIEHHEE U TPAHCIOPTHPOBAIOCH Ha CPABHUTEIHHO
KOpPOTKHE pacCTOsHUA. B 3TOM 11aHe oHO OTSIMYAeTCs ¥ OT BELIECTB, BHI3BIBAIOIINX
CHCTEMHYIO MPHOOPETEHHYIO YCTOHUMBOCTh, KOTOPBIE TOXKE 00pa3yloTcsl B HEKPO-
THU3UPOBAHHBIX JIUCTHSIX, HO 3aTEM PaclpOCTPaHSIOTCS M0 BceMy pacTeHuto [Ross,
1961b; 1966]. Cornacuo HammMm naHHbIM [Cenerkast u ap., 1996], HezapaxeHHbIC
JIUCTBS C CHCTEMHOM PUOOPETEHHON YCTOHYMBOCTBIO HE OTIAMYAINCH M0 BEIMUYNHE
MPOHHULIAEMOCTH KIJIETOYHBIX MEMOPaH OT JIUCTHEB 37J0POBBIX PACTCHHH.

[IpoHukHOBEHNE BUPYCOB B KJIETKM PACTEHMH 3aBHCHUT OT COCTOSIHMA Ijia3-
Manemmbl [XKypaieB, 19796], onHUM M3 MHTETpajbHBIX MOKa3zaTeJeill KOTOPOro
SIBIISIETCSl MpOHUIIaeMocTh. OOHapYKEHHbIC HAMU Pa3IM4Ksl B IPOHUIIAEMOCTH KJIe-
TOYHBIX MEMOpaH MEXay KJIeTKaMH JHCTheB pacTeHUH Tabaka copta KcaHTu HK C
nokanbpHOM (LAR) n cuctemuoii (SAR) nproOpeTeHHOH yCTOWYMBOCTBIO JOKHBI
CKa3bIBaThCs Ha MOMIOLIEHUH BUpYyca. [leficTBUTENbHO, MPOTOMIIACTHI, H30JINPOBAH-
HBIC U3 IPUHEKPO3HOM 30HBI MIEPBUYHO3aPAKCHHBIX JINCTHEB PACTEHUM Tabaka co-
pra Kcantu Hk (30Ha kietok ¢ LAR), cBassiBamu “C-BTM 3HaunTenbHO Oodblie,
YeM MpPOTOIUIACTHI, BBIIEJICHHbBIE U3 JHCTHEB 310POBBIX pacTeHuil. IIporomacTsl,
MOJTyYEHHbIE U3 He3apakeHHBIX JTUCThEB ¢ SAR, cBA3bIBaIN MEUEHBIN BUPYC OAMHA-
KOBO ¢ KOHTposieM [ManuHoBckuit u ap., 1988].

VYBenuueHne NPOHUIIAEMOCTH KIETOYHBIX MEMOpaH y CBEPXUyBCTBUTEIbHBIX
pacTeHuii COBIaIaj10 IO BPEMEHHU C HAKOTJICHHEM CBOOOTHBIX PAJMKaIOB U YMEHb-
LIEHUEM CO/Iep>KaHUsl HEHACBILIEHHBIX )KUPHBIX KUCIOT. BelecTBa, cBs3bIBaromne
CBOOOAHBIC pauKalbl (THAPOOPOMUIL, 2-MEPKANITOITAHOI U Ap. ), HHTHOUPOBAIH 00-
pasoBanue HeKpo30B [Ben-Aziz et al., 1970]. Ha nponumiaeMmocts MeMOpaH BiIHsET
¢uroropmon stmieH [Goodman et al., 1986]. ®opmupoBaHue TOKaIbHBIX HEKPO30B
COIIPOBOXKJAJIOCH HAKOTUIEHUEM THIIEHA, TOT/Ia KaK 3apakeHUe BUPYCaMU He BITUS-
JI0 Ha ero 00pa3oBaHKe B UyBCTBUTEIBHBIX pacTeHusx [Balazs et al., 1969; Nakagaki
et al., 1970; Gaborjanyi et al., 1971, 1973; Pritchard, Ross, 1975; Kato, 1976; de
Laat, van Loon, 1981, 1983; van Loon, 1982]. HakansiBaHue JTUCTHEB 310POBBIX
CBEpX4yBCTBUTENBHBIX pacTeHUI Tabaka UINOH, CMOUEHHOH pacTBOpoM dTeoHa —
HWHAYKTOpa 00pa30BaHMsI STHJICHA, BBI3BIBAJIO MOSIBICHUE TIOBPEKACHHUH, TTOXOKUX
Ha BHPYC-MHIyIIMPOBaHHbIE HEKPO3bl [van Loon, 1977]. Ognako umeroTcs pokaza-
TEJIbCTBA, YTO HAKOIJIEHUE TUIIEHA SIBJISIETCS CIIEICTBUEM HEKPOTH3allMU KIIETOK,
a He ee mpuunMHOW. Hampumep, mokazaHo, 4To MHIMOMpPOBAHUE CHHTE3a JTHIICHA
HE MpenoTBpaiiano oopasoBanue Hekpo3oB [de Laat, van Loon, 1981; Pennazio,
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Rogero, 1990]. bbuin BeISIBIIEHBI HAKOTUICHUE 3THUJICHA M BRICOKHE aKTUBHOCTHU (hep-
MEHTOB (CHHTETa3a U OKCHAa3a | -aMUHOLMKIIONPOMaH- | -kapOOKCHIIOBOI KUCIIOTHI),
yUYacTBYIOIIMX B OMOCHHTE3€ STHJICHA, B XJOPOTUYHOW TKAHH BOKPYT MEPBHYHBIX
HEKPO30B, 00pa3yroIuXcsl B TUCThAX pacTeHuid Tabaka mocie 3apaxenus BTM [de
Laat, van Loon, 1983] unu Phytophthora infestans [Spanu, Boller, 1989]. ®epmenT
LEJUTYIU3UH, Pa3pyIIAlOmMi KIETOUHBbIE CTEHKH, CTHMYJIHPOBAJI CHHTE3 JTHIIC-
Ha [Anderson et al., 1982; Chalutz et al., 1984]. Jlunokcurenasa crumynupoBaia
MPOIYKIHMIO 3THICHA MHUKPOCOMAJIbHBIMH MeMOpaHaMH W3 STHOIUPOBAHHBIX MPO-
POCTKOB TOpOXa M MHTaKTHBIX JTUCTheB ropoxa [Legge, Thompson, 1983; Bousquet,
Thimann, 1984]. Caenan BBIBOZ O TOM, YTO CHHTE3 dTHUJICHA 3aBHCHT OT LEIOCTHO-
ctu MmemOpan [Mayne, Kende, 1986].

[peanonaranock [Keppler, Novacky, 1986, 1987], uto 60mbIyto poiib B CHU-
YKCHUH 1IEJIOCTHOCTH KJIETOUHBIX MEMOpaH U HEKPOTU3ALMH KIETOK CBEPXUyBCTBHU-
TENBHBIX PACTCHUH UTpaeT MEePEeKUCHOE OKUCICHUE JTUMUAOB. JlelicTBUTENbHO, Ha-
puUMep, B TPOLIECCe HEKPOTHU3ALUK CYCIICHAMPOBAHHBIX KJIETOK COM B pE3yJbTaTe
3apakeHus: OaKTepusiMu Ps. syringae pv glycinea NpOUCXOIUIO HAKOTUICHUE JINTIH/I-
HBIX nepekuceil. OnHako 1o0aBleHHE JIUMUIHBIX aHTHOKCHAHTOB MPEA0TBPAILAIO
yBEIMUCHHUE CONIEPKAHUS TMEPEKUCel, HO HE Cracaio OT HEeKpo3a KIETOK. ABTOPHI
[Tenhaken, Riibel, 1997] cuuratot, 4TO NOBBIIICHHOE COJICPKAHKE JIMITUIHBIX TIEPe-
KHCEH SIBIISETCS CIEACTBUEM, a HE MPUYMHON pa3pylIeHUs] KJICTOYHbIX MEMOpaH H
KJICTOYHOH CMEpTH.

[lepekncHoe oKHCIEHUE TUTTHI0B MOXKET MPOUCXOAUTH IPH y4acTUH epMeH-
TOB ¥ He(pepMEHTATHUBHBIM ITyTEM B pe3yNbTare AeHCTBHS PEaKTUBHBIX (OPM KHCIIO-
pona 1 cBOOOAHBIX OpraHMueCKuX panukanos. Pocdonumnassl CHOCOOHBI pa3pyIIaTh
kietounble MeMOpaHnsl [ bpokepxod, [xencen, 1978; Thompson, 1988]. O6padoTka
XapIHUHOM, SITUCUTOPOM CBEPXUYBCTBUTEIFHON PEaKIIMU PACTUTEIBHBIX KIETOK M3
Oakrepun Erwinia amylovora, nin 3KCTPaKTOM TMaTOTEHHBIX TpuOoB Verticillium
dahliae ctumynupoBana y CyCIeHANPOBAHHBIX KJIETOK COU OKUCIUTEIbHBIA B3DPbIB
1 OBICTPOE yBEJIUYEHHE aKTUBHOCTH (ochonunassl A,. MIHruburop sroro pepmen-
ta xyopnpomMaszuH-HCL monaBnsin OKUCIUTENbHBIN B3pBIB U yBEIHMUCHHE aKTUBHO-
cru pepmenta [Chandra et al., 1996]. AkTuBHOCTB pacTBOpUMO# Gocdonunaser A,
CHJIBHO yBeJMYHMBajiach B Hauane (OpMHUPOBaHMS JIOKaJIbHBIX HeKpo30B [Dhondt et
al., 2000]. OTumu aBTOpaMu OBLIM MOMYYEHBI TPU H303uMa (ocdonunasel A, U 1o-
Ka3aHo cX0JCTBO N-TepMUHAIBHOH MOCIIeI0BaTeIbHOCTH HanboJIee aKTHBHOTO H30-
3MMa C 3aracHbIM OesTkoM KiryOHe kaproderst mataTiHoM. ViMu ObLIH KITIOHUPOBAHBI
Tpu TabauHbIX MaTtaTuH-moA00HbIX kJJHK 1 ogna n3 HUX koaupoBana Gpochonumnazy
A,. B MHQUIMPOBAHHBIX JHUCTHAX aKTUBUPOBAIACh JKCIPECCHUs 3TUX TPEX I'€HOB,
KOTOpasi IPEIIECTBOBAIA YBEIMYEHHIO aKTUBHOCTH (ochonunassl A,

[pu pacniage MeMOpaH MOSIBISIFOTCS CBOOOHBIE HEHACBIIIIEHHBIE YKUPHBIE KHC-
JIOTBI, KOTOPBIE SIBJISIIOTCS CyOCTPaTOM IS IMITOKCUT€HA3bI, U X HAKOTJICHUE MOKET
AKTHBHUPOBATh CHHTE3 JINIOKCUTCHA3HI de novo. DTOT hepMeHT (JIMHOJIeaT:KUCIOPO/
okcupenykraza EC 1.13.11.12) sBnsercs AMOKCUTreHa30M, KaTaIu3upyIoIed THIpo-
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MEPEKUCHOE OKHUCIICHUE HEHACHIIIICHHBIX )KUPHBIX KUCJIOT, COICPKAIIMX Cis,cis-1,4-
IIEHTA/IUCHOBYIO CTPYKTYPY, TAKUX KaK JIMHOJICBAsI, TMHOJICHOBAS U apaxHJIOHOBas
kuciotel [Koch et al., 1992]. [Ipu HecoBMecTUMOI KOMOMHAIIUN NTATOTEH-PACTCHUE
[Kato, Misawa, 1976; Yamamoto, Tani, 1986; Koch et al., 1992] u o6pabotke 3mucu-
topamu [Rogers et al., 1988; Peever, Higgins, 1989] npoucxoauiio ycuieHue nepe-
KHCHOTO OKHCJICHUS JIUIHJIOB U YBEIMUCHUE AKTUBHOCTH JIMITOKCUTeHa3bl. IHrnou-
TOp 3TOTO (hepMeHTa yrHeTan oOpa3oBaHME JOKaIbHBIX HeKpo3oB [Kato, Misawa,
1976; Ruzicska et al., 1983]. OgHako aKTMBHOCTH JIMIIOKCHUIC€HA3bl 3HAYUTEIHHO
YBEJIMYMBAJIACH €IIE JIO0 M3MEHEHUs COCTaBa YKUPHBIX KUCIIOT U MOBBIIICHUS MPO-
Huaemoctu MmemOpan [Ben-Aziz et al., 1970]. Bpuio BbICKa3zaHO MPEIIIOIOKEHUE
[Croft et al., 1990], uto nUIOKCHTeHa3a HEMOCPEICTBEHHO YYaCTBYET B MTOBPEXKJIC-
HUU MEMOpaH B XOJIe CBEPXUYBCTBUTEIILHOM PEAKIIUH KIICTOK.

B nuteparype HET 0OJJHO3HAYHOTO MHEHUS O BJIMSHUU BUPYCOB Ha IPOHU-
1AEMOCTb KJICTOYHBIX MEMOpaH Y YyBCTBUTENIBHBIX pacTeHU. BbUIO mOKa3aHO Kak
yBenuuenue [bpererona, lllemaronosa, 1971], Tak u OTCYTCTBHE M3MEHEHHM MPO-
HUI[AEMOCTH KJICTOYHBIX MEMOpPaH y 4yBCTBUTEIbHBIX PACTEHUSIX TabaKa, OpaKeH-
Hbix BTM [Weststeijn, 1978]. B aTux paborax onpeneneHus NpoBOAWIH uepe3 2-5
CYT IOCJIC 3aPAXKSHHUSI, TO €CTh JI0 TIOSBJICHUS CUMIITOMOB 3200JieBaHMsl. Y pacTEHUI
cou, KpaliHe YCTOMYMBBIX K BUPYCY MO3AUKH COH, IPOHUIIAEMOCTD KJICTOUHBIX MEM-
OpaH MOBKINIANIACH B TIEPBBIC 7 CYT MOCJIC 3aPaXKEHHUS, TOT/IA KAK Y YyBCTBUTEIbHBIX
paCTeHUI COM ee MOBBILIICHHE OTMEUAIOCh B 00JIee O3 JHIUE CPOKU U COBIIAJAIIO C
MOSIBJICHUEM CUMIITOMOB 3a0oineBanus [Anapeesa, 1989]. [TosBnenre ciMOTOMOB B
OIPEJICIICHHBIX JINCThSIX YYBCTBUTEIBHBIX PACTCHUH CBS3aHO C NOIAaHUEM BUPYyCa
B 3TH JIUCThS U U3MEHCHHEM UX MeTaboJIn3Ma.

Tabnuya 6.3
[IpornmaemocTts kIeToUHBIX MeMOpaH y iuctheB (LPI = 4-7) pacTenuit Tabaka copta
CamcyH, nopaxkeHHbIX mTaMmoM OM BTM, ¢ pazasiMu cumnTomamu 3aboseBanus, % K
KOHTpOIIO (110 ManuHoBCKOMY, ITyOIMKYEeTCs BIIEPBHIEC)

XapaxTep CHMITTOMOB Cpoxu omnpeneneHui, cyT. [Tponunae-
MOCJIe 3apa)KeHUs paCTeHU MOCTb
3apaxeHHBIC JTUCThs 0€3 CHMIITOMOB 3 113 +8
ITocBeTnenune KUIOK 7 102+9
TKaHb TEMHO-3EJIEHBIX «OCTPOBKOB) 21 110+9
MexoCTPOBKOBAs «GKENITasH TKaHb 21 94 £ 8

[Tpumedanue. B kauecTBe KOHTPOJISI MCIIOIB30BAIM COOTBETCTBYIOIIME JIUCThSI 3M0POBBIX
pacrenuii. [IpoHHIIaeMOCTB KIIETOYHBIX MEMOpaH OMPEIEIISUIN 10 BBIXOAY AICKTPOJIUTOB
KOHAyKTOMeTpuueckuM merogoM [Cenenxas u ap., 1996].

B nammx ombiTax He ObUIO OOHAPYKEHO JOCTOBEPHBIX Pa3iIM4YMi B YPOBHE
MIPOHHULIAEMOCTH KJIETOYHBIX MEMOpaH MEXKY JIMCTHSIMH 3I0POBBIX M OOJIBHBIX pac-
TeHuit Tabaka copra CaMcyH, nopaxeHHbIx mrammom OM BTM, kak 10, Tak u no-
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CJIe TIOSIBJICHUSI BUIUMBIX CUMIITOMOB 3a00J1€BaHusl (ITIOCBETIICHHE KHIIJIOK, MO3aHKa
JHUCThEB). JlaKe «KEeJIThIe» YUACTKH JIMCTHEB C MO3AaMYHBIMH CUMIITOMAMH, 151 KO-
TOPBIX XapakTepHa JereHepanus xyuoporuiactoB [Honda, Matsui, 1974], cymecrBen-
HO HE OTJIIMYAJIUCh 110 BEIMYMHE MPOHUIAEMOCTH KIIETOUHBIX MEMOpaH OT 30POBBIX
JUCThEB (Tabm. 6.3).

[Ipu 3a0oneBaHum XapakTep W3MEHEHUI MPOHUIAEMOCTH KIETOYHBIX MEM-
OpaH B TUCTBAX pacTeHUH Tabaka copta CamcyH Mo sipycaMm He MeHsuics. Kak y 3710-
POBBIX, TaK U Y OOJIbHBIX PACTEHUI OHA CHM)KAJIach OT HIKHETO sIpyca K BEpXHEMY.
C yBenuueHHEM BO3pacTa pacTeHHs MPOHHUIAEMOCTH KJIETOYHBIX MEMOpaH MOBBI-
hIajach B JIMUCTHSIX 3M0POBBIX U OOJNBHBIX pacTeHuH (Tabn. 6.4), 9To cormacyercs C
JIuTepaTypHbIMU JaHHbIME [Jleononba, 1968, c. 221].

Tabnuya 6.4
IIpoHuaeMocTs KJIETOYHBIX MEMOPaH y JUCTHEB PA3HBIX SPYCOB 3M0POBBIX M 3apa’keHHBIX
BTM pacrenuii Tadaka copra CamcyH, MKCM (110 MaTHHOBCKOMY, ITyOJIHKYETCS BIIEPBBIC)

CpoKH ompesienenuii, cyT SApycel mcTheB
MOCJIC 3aPAKCHHUS PACTCHUI I I I v
0oJBHOE 150 £ 15 98 + 14 86+ 13 59+ 12
0 3]10pOBOE 120 + 18 80+8 86+ 12 52+ 10
0obpHOE 146+ 10 123+ 11 108 £ 10 59+ 12
3 37I0pOBOE 161+ 12 139+ 12 113 £10 69+ 13
0oBHOE 278 +£ 11 161 £ 10 114 £ 12 87+ 11
7 3]10pOBOE 246+ 18 152+ 11 123+ 10 84 +£12
" 0osbHOC 31413 288 + 10 140 + 11 108 +£ 10
37I0pOBOE 344 + 14 302+ 14 178 + 10 101 £ 11
91 6ompHOE 423+ 17 343 £12 263 + 10 144+ 13
3J10pOBOE 446 £ 18 321+ 10 282 £ 14 122 £ 13

Ipumeuanue. 3apaxxanu auctbs I-111 spycoB (oTcuer cHuzy) cycnensueit BTM (koHueHTpa-
st 100 MKT/MIT), JINCTBS 31I0POBBIX PACTEHUH HATHPAIU C BOJIOM.

6.6. OKucnuTenbHbIA B3pbIB

W3BectHbl Takue (HOpMBI PEAKTHBHOTO KHCIOPOJA, KaK CyNEpPOKCHIHBII
(O,7), nepruapoxcunbhbiii (HO,'), KOTOpBIH SBIAETCA NPOTOHMPOBAHHOM (Hop-
MOH cynepokcua, ruapokcuibhbiid (OH') pagukansl, nepexuck Bogopona (H,0,),
CHHIVIETHO-BO30Y K 1cHHbIA Kuciopon ('0,). PeaktuBHbIe (hJOPMBI KHCIOPO/IA TTOCTO-
STHHO TPUCYTCTBYIOT B PACTUTEIBHBIX KJIETKaX B HEOOJBIIOM KOJIUYECTBE, 00pasy-
SICh B IIPOLIECCE TPAHCTIOPTA MEKTPOHOB U (PEPMEHTHBIX PEAKLUI B OKUCIUTEIBHO-
BOCCTaHOBUTEIBHBIX cucTeMax [Elstner, 1982; Crane et al., 1985].

Haxkonuienne peakTuBHBIX (OpPM KHCIOpOAa ObUIO MOKA3aHO ISl Pa3IMIHbIX
KOMOMHAIMK PacTeHUE-TIaTOTeH U MpU 00paboTKe HIUCUTOPaMu [ABEPHSIHOB U p.,
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1987; Sehgal et al., 1987; Lindner et al., 1988; Apostol et al., 1989; Baker et al.,
1993; Mehdy, 1994; Baker, Orlandi, 1995; Desikan et al., 1996; Naton et al., 1996;
Rustérucci et al., 1996; Wojraszek, 1997]. UnTepecHO, YTO HE TOJIBKO 3aparkKCHUE
BTM, HO 1 00pabOTKa €ro CTPyKTypHBIM OCIKOM HHJYIIMUPOBaja OKUCIHTEIBHBII
B3pBIB B KiIeTKax. [Ipuuem mcronp3oBaHue Apyrux BUpPycoB u myTaHnTtoB BTM mo
CTPYKTYPHOMY OCJIKY BBISBHJIO CHCIIM(HUYHBINA XapaKTep OTBETHOH peakiuu [Allan
et al., 2001]. [To muenuro K. Xammonna-Kozaka u JIx. /xonca [Hammond-Kosack,
Jones, 1996] o6pa3oBaHme peakTHBHBIX ()OPM KUCIOPOAA MOXKET UIPaTh KIFOYECBYIO
POJIb B 3alIUTHBIX MEXaHU3MaX PACTCHUS, HHUIUUPYS CBEPXUYBCTBUTEIBHYIO pEaK-
nuto. PeakTrBHBIE (POPMBI KUCIOPOIa MOTYT 00pa30BBIBATECS U3 aMHUHOB, CIIyKa-
IIUX CyOCTpaToOM JijIsi aMHHOOKCHIa3, KaTaTU3UPYIOIINX OKHCIECHUE MOHO-, IU- U
nonamMuHoB J1o aneaeruaa, NH, u H,O, [Tipping, McPherson, 1995; Allan, Fluhr,
1997; Walters, 2000; Bagni, Tassoni, 2001]. HakorieHue moinuaMuHOB U aMHHO-
OKCH/Ia3 BBISIBJICHO B OOJBHBIX pacTeHuid (cM. paznen 8.5). OKUCIUTEIbHBIN B3PhIB
MIPOMCXOHII U TIPH BO3JEHCTBUH a0MOTHUECKUX (PaKTOPOB: YIBTPapHOIETOBOrO 00-
nydenus (280-320 HM), TOBBILIEHHON TeMIIEpaType, OCMOTHYECKOM M MEXaHu4e-
ckoM crpeccax [Green, Fluhr, 1995; Yahraus et al., 1995].

[ToMrMO MUTOXOHIIPHIA 3HAYUTEILHYI) POJb B OOPa30BaHUM PEAKTHBHBIX
(dbopM KHCIOpOAa M Pa3BUTUU MPOTrPAMMHUPOBAHHOW KIIETOYHON CMEPTH UTPAIOT
xsoporutactsl [Samuilov et al., 2003] npu yyactun MAP-knHa3HOTO CHUTHAIBHOTO
kackasna [Liu et al., 2007]. [Toka3aHo, 4TO HEHACHIIICHHBIC JKUPHBIC KHCIOTHI XJIO-
POILIACTOB CIIOCOOCTBYIOT MPOM3BOACTBY PEakTUBHBIX (hopM Kuciopoza [Yaeno et
al., 2004], a xnoporutactaslii 6enok ACD2 y pactenuii A. thaliana npensTcTByeT ux
oOpasoBanuto [ Yao, Greenberg, 2006].

OxucnuTenbHBIN B3pBIB UMeEET JiBe (a3bl. [lepBoe MOBBINICHUE COACPKAHUS
PEaKTUBHBIX (POPM KUCIIOpOIa HAOIIOIAIN Cpa3y MOcie J00aBICHUS COBMECTHMBIX,
HECOBMECTHMBIX M CapO(QUTHBIX OaKTepHil K CYCHEH3HSIM KIETOK, BTOpOe — uepes
1-3 4 mocne 3apakeHusi HECOBMECTUMBIMHU OakTepusiMu. Uem Oosblie HEKPOTH3H-
POBAJIOCHh KJIETOK, TEM BBIIIE ObLT YPOBEHb BTOPOTO TOBBIIICHUS COICPIKAHUS Pe-
akTHBHBIX QopM kucnopoaa [Keppler et al., 1989; Baker et al., 1991, 1993; Orlandi
et al., 1992; Levine et al., 1994; Baker, Orlandi, 1995]. JIByx¢a3Hblil OKHCITUTEIb-
HBIW B3pBIB HAOIIOAN Y pacTeHHH KapToess, mopakeHHbIX TpudoM Ph. infestans
[Chai, Doke, 1987b]. Onnako 3apaykeHue OaKTEpHSIMU-MYTaHTAMH JHCTHEB pac-
TeHUH Tabaka WM W30JUPOBAHHBIX U3 ATHX JIUCTHEB KJIETOK BBI3BIBAIO BTOPYIO
(hazy OKHCIIUTEIBHOTO B3pbIBa, HO HE TIPUBOJUIIO K CBEPXUYBCTBUTEIBHON THOCTH
kaetok [Glazener et al., 1996]. beio mokasano, yTo nepBast aza OKUCIUTETEHOTO
B3pbIBa crelu(pHUSCKU YrHETaeTCs TUESHUICHAOAMHIYMOM, UHTUOUTOPOM ()1aBU-
HOBBIX OKCHJIa3, BKJItOYas -HUKOTHHAMUJ aJICHUH JUHYKICOTHI (PocdaTr okcuma-
3y (HAJ®H-okcumasy) u KCaHTHHOKCH a3y, & TaK)Ke MHIHOUTOpaMH KHHA3 M Be-
IIECTBAMH, MMOJIABJISIONIMMU TPAHCTIOPT Kanblius B kietku [Baker, Orlandi, 1995;
Hammond-Kosack, Jones, 1996].
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Papukan O, o4eHb aKTUBEH B TUAPO(OOHBIX yCIOBUSAX. B BOXHBIX yCIOBUSAX
€ro peakIMOHHOCIIOCOOHOCTh pe3ko cHmkaeTcs [ Thompson et al., 1987], Ho moxka-
3aHO TIOBpEXKAalollee JIeHCTBUE Ha pa3uuHble OMOIOTHYECKHE MOJICKYIIbI BOAHOM
cuctembl, renepupyromeii O, [Halliwell, Gutteridge, 1984]. beuio mpennoxeno
[Doke, 1983b], uTo cynepokcuaHbIe paIuKaibl y4acTBYIOT B CBEPXUyBCTBUTEIBLHOMN
rudeny KIETOK PacTeHUH. DTH pajuKaibl 0Opa30BHIBAIUCH B CBEPXUYBCTBUTEIb-
HBIX pacTeHusX Tabaka, 3apaxxeHHbIx BTM [Doke, Ohashi, 1988], kaprodens, mopa-
xeHHbIX P infestans [Doke, 1983a,b, 1985; Doke, Chai, 1985; Chai, Doke, 1987a,b;
WBanoBa u ap., 1991], puca, o0paboTaHHBIX AUCUTOpaMu u3 rpuda Pyricularia
oryzae [Haga et al., 1986]. OHM HaKarUIMBAJIMCh B HEKPOTU3UPYIOIIUXCS U COCEAHUX
KHUBBIX KJIETKaxX pacTeHUH-MyTaHTOB A.thaliana 1sd1. Nabekuus cynepokcuareHe-
pUpyoLIel cucTeMbl (KCaHTHH M KCAaHTUHOKCHIa3a) B JIUCThS TUX PACTCHUH BbI3bI-
Basia HeKpo3 KieTok [Jabs et al., 1996]. O6paboTka cycrieHJUpOBaHHBIX KIETOK (ha-
COJIM DTUMH COCIMHEHUSIMUA CTUMYNHpoBasia rudens kietok [Rogers et al., 1988].

O6pasosanne O, karanusupyercs MeMmOpanHocBazanHod HAJI®H-oxcu-
nasoii [Doke, 1983a,b, 1985; Halliwell, Gutteridge, 1984; Levine et al., 1994;
Desikan et al., 1996; Murphy, Auh, 1996; Xing et al., 1997; Keller et al., 1998],
kcantuHokeunasoi [Kellogg, Fridovich, 1975], HAJ®@H-uutoxpom P, pemyk-
tazoi [Bosterling, Trudell, 1981; Grover, Piette, 1981], nepoxcumazoii [Halliwell,
1978; Méader, Amberg-Fisher, 1982; Albert et al., 1986; Lindner et al., 1988; Best-
wick et al., 1997; Minibayeva et al., 2001]. Andenuneniionuanym, uHruoutop ¢uia-
BMHOBBIX OKCHJa3, nofapysn Hakorenue O, [Doussiére, Vignais, 1992; Levine
et al., 1994]. HA/I®H-okcumaza u npyrue okcuaasbl MEpeAaloT MOJCKYIIPHOMY
KHCJIOPOJY O/IMH DJIEKTPOH, BBI3BIBAs €T0 OAHOZJIEKTPOHHOE BoccTaHoBieHue [[a-
manel, Kmrobun, 1996]. Bosmoxno o6pazosanue O, B IPoLECCe CAMOOKUCIIEHUS
THOJIOB, ()JIABMHOB, XMHOHOB, KaTEXOJAMHHOB M BOCCTaHOBUTEIHLHOTO LUKJa KCe-
noounotukoB [Fridovich, 1984; Cross, Jones, 1991]. [Ipu kucinom pH, xapakrepHom
JUIsl KIICTOYHOM CTEHKW PacTeHHMsl, MOJOBUHA JKU3HHM CYNEepOKCHAa MeHbIle | cek
[Sutherland, 1991]. Cynepokcuanble pagukaibl OBICTPO AUCMYTHPYIOT HEIH3UMA-
TUYECKH MJIH B PE3YJIbTaTe KaTann3a CynepoKCH I JUCMYTa30i B IEPEKUCh BOAOPOIA
H,0O, [Fridovich, 1978]:

O, +0,” +2H" - H,0,+0,

JlobaBieHue cynepoKkcH] OUCMYyTa3bl MHTMOMPOBANO YBETUYEHHE MPOHU-
LAEMOCTH KJICTOYHBIX MEMOpaH y MPOPOCTKOB OT'YPLIOB, MOPAKEHHBIX OaKTEPUSIMH
[Keppler, Novacky, 1987].

Haxkonnienne mepekucu BOAOpOJa BBISABICHO B WH(PHUIMPOBAHHBIX PACTCHU-
sIX W KIeTouHbix cycnensusx [Kepler, Novacky, 1986, 1987; Rogers et al., 1988;
Sutherland, 1991; Levine et al., 1994; Mehdy, 1994; Niirnberger et al., 1994; Bolwell
et al., 1998]. Ilepekuck Bomopo/a SBISICTCS HAUOOJIEE JTOJITOKUBYIIEH PEaKTUBHOM
¢dopmoii kucnopoaa. [lepruos ee KU3HM ONpeAEIICTCS AKTUBHOCTBIO (PEPMEHTOB Ka-
Taja3bl ¥ MEPOKCUIA3b], a TAK)KE HATMUYUEM y PACTECHHS U ITaTOreHa aHTHOKCHIAHT-
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HBIX MexaHu3MOB. [loJ1 neficTBUeM KaTasia3bl Wi EPOKCHU/Ia3bl IEPEKUCH BOIOPO/Ia
MIPEeBpaIIaeTCs B BOJY U MOJCKYJISIPHBIN KUCIOPO/I:
2H,0,— 2H,0 + 0,

H,0,, o6pasoBaBmiascs B NPOLECCE OKUCIUTENLHOIO B3PbIBA, YYAaCTBYET B
YCUJICHUHU KJIETOYHBIX CTEHOK 4Yepe3 OKUCIUTENbHOE MEPEeKpPEecTHOE CBSA3bIBAHUE
[Bradley et al., 1992] u urcomoOmM3anuo O0SIKOB KieTouHOU cTeHku [Bradley et
al., 1992; Otte, Barz, 1996]. Kpome Toro, nepokcuia3bl, CBI3aHHbBIC C KJICTOYHBI-
MH CTE€HKaMH, yTunu3upytorT H O, mst okucnenus GeHoIbHbIX CIIMPTOB 10 MX CBO-
OOIHBIX paJKaIbHBIX (OPM, KOTOPBIE 3aTeM IMpeBpamarorcs B mturaun [Halliwell,
1978]. O1n nepokcuaasel ydacTByroT B oOpaszosanuu H, O, uepes okucienue BHe-
KJISTOYHOTO HUKOTHHAMHUJI ajicHuH nuHykieoruna [Elstner, Heupel, 1976; Halliwel,
1978; Méder, Amberg-Fisher, 1982; Ishida et al., 1987]. beuto npeanoxeno [Peng,
Kué¢, 1992], uto 3TOT MeXaHU3M MOXKET UrpaTh pojib B UHAYLHMPOBAHHON yCTONYH-
BoctH. [Tokasano, uro H,O, MOKeT TpaHCIOPTUPOBAThCA U3 00pabOTaHHBIX JIIMCH-
TOPOM KPUITOTEHHOM (HU3KOMOJICKYJSIPHBIM OCIIKOM, MPOAYLUPYeMbIM rprOoM P,
cryptogea) KIETOK TI0 anoriacty B cocennue kietku [Allan, Fluhr, 1997]. O6pabot-
Ka JINCThEB PACTECHUI Ta0aKa KPUIITOTEUHOM MIPUBOJINIA K OBICTPHIM H3MEHEHUSM B
TpaHCIOPTE MOHOB U (hOCHOPUIUPOBAHUU OCIIKOB, HAKOIUICHUIO PEAKTHBHBIX (hOpM
KHCIIOPOJIa, 3TUIICHA, (PUTOATCKCHHOB U ruOenu kieTok [Ricei et al., 1989;Milat et
al., 1991; Viard et al., 1994]. [1epekuch Bogopo/ia U3MEHsIIa TPOHUIIAEMOCTh KJIETOU-
HbIX MeMOpaH [Maccarrone et al., 1995], yuacTBoBasia B mporeccax rudeinu KIeTok
[Levine et al., 1994] u Obina TokcuuHa st TpuodoB [Peng, Kué, 1992]. Dkcnpeccus
B TPAHCTEHHBIX PACTCHHUAX KapToQess BCTPOCHHOIO TeHa, KOAUPYIOMIErO OKCHIA3y
1roKo3b! (B-D-rroko3a:kucnopon 1-okcupenykrasza, YC 1.1.3.4), kotopas karanu-
3UpYeT OKUCIICHHE TIFOKO3bI MOJICKYJISIPHBIM KHUCIOPOAOM C 00pa30BaHUEM IITIOKO-
HOBOH Kkuca0Thl M H O, 3HauMTENbHO MOBBIIIANA YCTOWYMBOCT 3THX PACTEHUH K
3apaxkenuto rpudamu [Wu et al., 1995].

H,O, BbI3bIBana MOBBIIEHHE KOHLEHTPAMH MOHOB KalbLHs B LHTO30IIE
[Price et al., 1994], koTopble HTPAIOT BaXKHYIO POJIb B MIpoliecce Nepeadyl CUTHAb-
Hoi uHdopManuu y pacrenuii. Hakorenne H,O, BBI3BIBAIO HHIYKIUIO SKCIIPECCUH
sanuTHBIX TeHOB [Chen et al., 1995; Wu et al., 1997; Chamnongpol et al., 1998] u
BIIUSUIO HA COJICPYKAHHUE BHY TPHKJICTOYHBIX aHTUOKCHJIAHTOB, TAKHX KaK aCKOPOUHO-
Basl KUCJIOTA U IIyTaTHOH, KOTOPhIC TAKIKE SIBIISTFOTCS CUTHAJIBHBIMHU COSIMHEHUSIMHU
[Vanacker etal., 1998]. H O, unaynupoBaa 5KCIPECCHIO FeHa, KOAUPYIONIEro (heHu-
nanannHamMMmuakianasy [Apostol et al., 1989]. denunanaHMHaAMMHAKIINA3a SBISICTCS
KITIOUEBBIM (PEPMEHTOM (PEHUIIMTPOMIAHOUIHOTO MYTH, 00ECIEYNBAIONIETO MpeIie-
CTBEHHHMKAMH ]ISl 00pa30BaHUsI MHOTHX (DUTOAJICKCHHOB U MOJUMEPOB, Y4aCTBYO-
IIUX B YTONIIEHUH KIETOUYHOU cTeHKH [Lamb et al., 1989], a Tak:ke OEH30MHO KHC-
JIOTBI, KOTOpasi caMa SIBJIICTCS TIPEINISCTBEHHUKOM CaIUIIMIOBON KUCIOTHI [Ledn et
al., 1995a,b]. lokazaHo yBelWYeHHE aKTUBHOCTH ()eHWIAJaHHHAMMUAKINA3BI JIO
U B TIporiecce (pOpMHUPOBAHUS JIOKAILHBIX HEKPO30B. Haubosbinas akTHBHOCTD Ha-
Omronanach B KAMMYHHOM BaJIUKE», TO €CTh B KJIETKAX, OKPYKAIONIMX HEKpo3bl. [1o-
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Clle OKOHYAHHsI POCTa HEKPO30B aKTHMBHOCTB 3Toro (pepMeHTa cHmkanach [Farkas,
Szirmai, 1969; Paynot et al., 1971; Simons, Ross, 1971, Fritig et al., 1973; Conti et
al., 1974; Vegetti et al., 1975]. [1oBbIleHHAs: aKTHUBHOCTH (PEHUIAIAHUHAMMHAKIIHA-
3Bl B KAMMYHHOM BaJIMKe» COMPOBOXK/IATaCh HAKOIUICHHEM B ATHX KJIETKaX JIMTHUHA
[Favali et al., 1974; Vegetti et al., 1975].

Hobasnenue sk3orennoit H O, x knetkam cou 6b1cTpo (uepes 30-60 Mun) uH-
JOYLUPOBAJIO IKCIIPECCHIO TeHa, KOAUPYIOIIETo IIyTaTHOH-S-TpaHcdepasy [Levine
et al., 1994]. bouto HaiiieHO yBeNUYEHHE aKTMBHOCTU TIIYTAaTUOH S-TpaHc(epasbl,
KaTaJU3UpYIOLIeH paciieruieHne 00pas3yromuxcst B Mpolecce MepeKuCHOro OKUCIIe-
HUS TUNHUIHBIX Tuaponepekuced [Bartling et al., 1993], a Taxoke mon BiusHEEM 3a-
paskeHus: rpuOOM MK rpubHbBIM >rcutopoM [Mauch, Dudler, 1993; Levine et al.,
1994] u Bupycom [Gullner et al., 1995]. B nuctbsax pacrenuit Tabaka, 3apakeHHBIX
BTM, yBennueHue aHTHOKUCIUTEIBHON aKTUBHOCTH HAOJIIOAIH TOJIBKO TOCIIE TIO-
siBiieHust Hekpo3oB [Fodor et al., 1997].

Opnnako ObUTH BbICKa3aHbl coMHeHus [ Dorey et al., 1999], uro nepekuck BoJo-
pona, oOpa3zoBaBIIasics B X0A€ OKUCIUTEIBHOTO B3PbIBa, HEOOXOMMA JIJIsl CBEPXUYB-
CTBHUTEJILHOW HEKPOTH3aLlMH KIJIETOK. DTH aBTOPHI HA OCHOBAHUH PE3YJbTATOB CBOUX
OTIBITOB C CYCIICHAWPOBAHHBIMU KJIETKaMH Tabaka, 00pabOTaHHBIMH IHCUTOPAMH,
W30JMPOBaHHBIMU U3 P. megasperma H20, mpuium K 3aKIIOYCHHIO, YTO MEPEKUCH
BOJOPOJIa HE UTPAET CYLIECTBEHHOH POJIM B CBEPXUYBCTBUTEIBHON HEKPOTHU3ALMH
KJIICTOK, aKTUBAIMK (peHUIIaTaHHHAMMHUAKIINa3bl 1 HAKOTUICHHH CaJIMIUIOBON KHC-
JIOTHI.

O, u H,0, moryT npeBpamarscs B 6oiee peakTuBHbe (Gopmbl. IIpoTonupo-
Banue O, , KOTOPOE NPOUCXOIMT NIPH HU3KUX 3Ha4YeHUsAX pH, 1aeT mepruipoKcuIb-
Hpii paaukan (HO,):

O,” +H"—> HO;

B ommune or O,”, HO," cioco6en HEMOCpeaCTBEHHO B3aUMOIEHCTBOBATh C
KUPHBIMH KHCJIOTAaMH U MIPEBpaIlaTh JIMHOJICBYIO, TUHOJICHOBYIO U apaxHI0HOBYIO
kuciotel B nunuaneie nepekucu [Halliwell, Gutteridge, 1990]. Tak, HakorieHue
HO," MOXeT NpUBOJUTH K MOBPEXKICHHUIO KIETOYHBIX MEMOPaH.

Cynepokcuj BocctanaBnubaeT Fe** no Fe?':

Fe’"+0,” — Fe** + O,

B npucyrcreun Fe** H,O, moxeT B xone peakuuu PeHTOHAa NPEeBPaTUTh-
csl B OYCHb pa3pyLIUTENbHBIA cBOOOAHBIN paaukan ruapokcuina OH' [Halliwell,
Gutteridge, 1984; Hammond-Kosack, Jones, 1996]:

Fe** + H,O, — Fe’* + OH'+ OH~

OH' ciocoOeH BbI3BIBaTH MEPEKUCHOE OKMCIIEHHE JIunuaoB [Hammond-
Kosak, Jones, 1996]. OH" Be3biBaeT ¢parmenranuto JJHK [Halliwell, Gutteridge,
1990]. ITepexBaTunku rUAPOKCHIBHOTO pagukaia (MaHHUT, (POPMHAT, THOMOUCBH-
Ha) CHWXalu (DYHTMTOKCUYHOCTH MPOAYKTOB OKHCIICHHUSI O-ITUOKCU(PEHONOB (ep-
MEHTOM TEepOKCcHAa30i [ ABeprsiHoB, Jlanukosa, 1989].

B xone peakunun Xabep-Beiica MmoxeT oOpa3oBbiBaThest pagukan OH':



132 B.U. MATIMHOBCKUA

O,” + H,0,— OH" + OH + O, [Halliwell, Gutteridge, 1984; Elstner, 1982]
WK CHHIVIETHBIH kucnopon ('0,):
0,7 +H,0, — OH" + OH +'0, [Kellogg, Fridovich, 1975].

Oopa3zosanue 'O, katanmuzupyercs nepokcunasoit [Kanofsky, 1983] u nmumnok-
curenasoit [Kanofsky, Axelrod, 1986]. CHHITIETHBII KHCIOPOI ABISETCS BO30YXK-
NIeHHO# GopMOH MoneKy IApHOro Kucnopoaa. Kpome Bblmeykasannoi peakuun 'O,
MOKET 00pa30BBIBATHCS B paCTeHUH pa3nuyHbIMU IyTsmMu [ Thompson et al., 1987],
IIIaBHBIM 00pa3soM NpH B3auMozercTBun kucnopona (O,) ¢ xnopoduiiom, Haxoms-
IIMCS B BO30Y>KIEHHOM TPHUILIETHOM COCTOSTHUH B pe3ynbTrare ocBemienns | Elstner,
1982; Knox, Dodge, 1985]. 'O, siBsieTCs 04EHb CUITbHBIM HHIYKTOPOM TIEPEKHCHOTO
OKHCIICHUS JINIH/IOB U pa3pylIeHus KIIeTOYHbIX MeMOpaH [Roy, Sasser, 1983; Knox,
Dodge, 1985]. Omnako ObLTO TIOKAa3aHO, YTO JOOABIEHUE K CYCIIEH3UH KJIETOK Ta-
Oaka Tymmurenei 'O, (KapoTeHOMIHON KapOOKCHIIbHOM KHUCIIOTHI OMKCHHA MM JIHa-
3a0WIIMKIIOOKTaHa) HE BIUSIIO HA CBEPXUYBCTBUTEIHHYIO PEAKIINIO KIETOK B OTBET
Ha 3apakeHHe HECOBMECTHMOI pacoil Oaktepuii P. syringae pv pisi [Salzwedel et
al., 1989].

PeaktuBHBIE (hOPMBI KUCIOPOIa MOTYT HTPaTh BaXKHYIO POJIb B IIPEBPALICHIH
MIpeIIeCTBEHHNKAa (UTOTOPMOHA JTHJIeHa — |-aMHUHOILMKIIONPOIaH-1-kapOoKcH-
JoBOH kucnoThl B ATHieH [Konze et al., 1980; Apelbaum et al., 1981; Legge et al.,
1982; McRae et al., 1982; Legge, Thompson, 1983], momumepnzanuu JTUTHUHA
[Halliwell, 1978], crapennn Tkane#t [Brennan, Frenkel, 1977] u uaummanum mepe-
KHCHOTO OKHcaeHus umuaoB [Niinomi et al., 1987; Adam et al., 1989].

OKHCIIUTETBHBIA B3pBIB (OBICTPOE HAKOIICHUE PEAKTUBHBIX (HOPM KHUCIOPO-
J1a) BBI3BIBAET MJIM COTPOBOXKIIAETCS YBEIMYCHUEM aKTHBHOCTH (pepMEHTa abTep-
HaTHBHOM OKchAa3bl. OHa ABISETCS NbIXaTeIbHBIM (EPMEHTOM, OCYIIECTBIISIONIM
aJbTEPHATUBHBINA ABIXATEIbHBIA MyTh, HE UYBCTBUTEIBHBIA K HUaHUAy. B oTinuue
OT IIUTOXPOMHOTO JIBIXaTeIhHOTO MYyTH, Pa0OTa aJbTePHATUBHON OKCHIA3bl HE CBS-
3aHa ¢ cuaTe30M AT®, a mpuBoaUT K 0oOpazoBanmio Termia [Affourtit et al., 2002].
Kpome Toro, oHa y4acTByeT B MOAAEepKaHUN TOMEOCTa3a MUTOXOHJIPHIA U TIPETIAT-
CTBYEeT TeHEpallii PEaKTHBHBIX (HOpPM KHCIOpOna KOMIIOHEHTaMH JbIXaTeIbHOM
nernu [Affourtit et al., 2002; Moore et al., 2002]. Bo3M0xHO, 1T03TOMY yBEeTHYEHHE
AKTUBHOCTHU aJbTEPHATHBHON OKCHUJA3bI SIBISETCS OTBETHON peaKInel Ha IOBIIIe-
HUE KOHIIEHTPAINY peakTUBHBIX (hopM Kucioposna. Tem Ooree, 9To agpTepHATUBHAS
OKCHJIa3a KOIUPYETCs] HEOONBIIOW TPYION TeHOB, HEKOTOPhIE M3 HUX SBISAIOTCS
MHAYIUOeThHBIMU. [lonumenTuapl ansTepHaTUBHOW OKCHAA3bl C MOJIEKYISPHBIMHU
maccamu 35 k/la CUHTE3UPYIOTCS B LIUTOIUIA3ME U 3aTEM TPAHCIOPTUPYIOTCS B MU-
toxoHnpuu [Vanlerberghe, Mclntosh, 1997]. B MUTOXOHAPHSIX 3TH TOIHITETITHIBI
00pa3yloT aKTHBHBIE HEKOBaJICHTHOCBA3aHHBIe ToMonuMepsI [ Affourtit et al., 2002].
Br110 MOKa3aHOo MOBBIIIEHHE SKCIIPECCHUU TEHOB, KOAUPYIOUTUX STOT (DEPMEHT, B XOJIe
CBEpXUYYBCTBHTENBbHON peaknmu [Lennon et al., 1997; Chivasa; Carr, 1998; Lacom-
me, Roby, 1999; Simons et al., 1999]. CanmiunoBast KHCIOTa U €€ CHHTETUIECKUI
aHayor 2,6-TUXIIOPU30HUKOTHHOBASI KHCIIOTA TaKKe CTUMYIHPOBAIH aKTUBHOCTH
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aJBTEPHATHBHON OKCHa3bl U 3KCIpeccHuio ee reHoB [Raskin et al., 1987; Rhoads,
Mclntosh, 1992; Lennon et al., 1997; Chivasa; Carr, 1998]. Canuuunruapokcamo-
Basi KHCJIOTa (MHTUOUTOP aJbETePHATHBHOMN OKCHJIa3bl) CHIDKAJA YCTOWYHBOCTh pac-
TEHUI Tabaka K BUPYCHON MH()EKIIUU, UHIYIUPOBAHHYIO CAIMIIUIOBON KUCIOTOH,
HO HE BJIMsJIA HA YCTOWYHMBOCTh 3TUX PACTCHUH K rpubam U OakTepusimM, 00yCciIoB-
JieHHYt0 canmuipioBoi kuciotoi [Chivasa et al., 1997]. [Toatomy ObUIO BBICKa3aHO
npeanonoxenue [Murphy et al., 2001], 4To o7Ha BETBh CUTHAIILHBIX ITyTEU, aKTH-
BHpyeMasi CAJIUIUIOBOM KUCIOTOW M MHHI'MOUTOPaME IIUTOXPOMHOTO JIBIXaTeIbHOTO
nyTd (UAHUIOM M aHTUMHUIIMHOM A), BEJIET K Pa3BUTHIO YCTOHYHUBOCTH K BHPY-
cam. Jlpyrasi BeTBb, aKTUBUpYEMasl CAIUIIUIOBOM KUCIOTON, HO HE [IMAHUIOM WU
AHTHMHUIIMHOM A, BBI3bIBAET YCTOWYMBOCTh PACTCHUI K TpOaM U OakTepusim. briia
MpeJIOKEHA MOJICIh, COTJIACHO KOTOPOW CUTHAJIOM, KOHTPOJIUPYIOIIUM aHTHBHPYC-
HBIC 3aIUTHBIC MEXaHU3MBbI, HH{yIIMPOBAHHBIC CATUIIMIIOBON KHCIOTOM, SBIISOTCS
M3MEHEHUS B COJICPIKaHUU PEaKTUBHBIX ()OPM KHCIOpoa B MUTOXOHIpHsiX. MHDOp-
MaIsi 00 3TUX M3MEHEHUSIX TepeaaeTCs U3 MUTOXOHJPUN B IIUTOIUIA3MY U 3aTEM
B AP0, YTOOBI aKTUBHPOBATh SKCIPECCHIO 3alIUTHBIX reHoB [Singh et al., 2004].
OnHako OBUIO TIOKA3aHO, YTO MOJIABICHUE aKTHBHOCTH allbTEPHATUBHOW OKCHJIA3bI
WJIH €€ CBEPXAIKCIPECCHS CYNIECTBEHHO HE BIIMSIIN HA YCTOMUUBOCTh CBEPXYYBCTBH-
TeNbHBIX pacTeHni Tabaka kK BTM [Ordog et al., 2002].

Takum o0Opa3om, 00pa3oBaHUE PEAKTUBHBIX (DOPM KHCIOPOJa MOXKET BBI3BATh
3HAYHUTEIBHOE ITOBPEIKJACHUE ITATOTCHA M PACTUTEIBHBIX KIETOK, 4 TAK)KE OHU MOTYT
CIIY’)KUTh CUTHAJIAMU JJIs1 Pa3BUTHS YCTOHUYNBOCTH.

6.7. “Kunnep nportonnacroB”

Bo3moxHO, HapylIeHHE LETOCTHOCTH KIETOYHBIX MEMOpaH U YBEJIWYEHHUE
UX TPOHHUIIAEMOCTH OOYCIIOBJICHBI JACHCTBHEM TaK Ha3blBAEMOIo “‘KHJUIEpa Ipo-
toractoB” [Pierpoint, 1983b], oOHapykeHHOTO B HEKPOTH3HPOBAHHBIX JHCTHIX
CBEPXUYBCTBHUTENBHBIX pacTeHui Tabaka, mopaxeHHbix BTM [Hooley, McCarthy,
1980] nnm 6axrepusimu [Klement et al., 1983]. B atux paborax ObLIO MMOKa3aHO, YTO
BOJHBIE SKCTPAKThl HEKPOTU3UPOBAHHBIX JIMCTHEB TOKCHYHBI JUIS H30JUPOBAHHBIX
[IPOTOIJIACTOB.

B Hammx omneiTax TOKCMYHOCTH U1l H30JIMPOBAHHBIX POTOILIACTOB SKCTPaK-
TOB HEKPOTH3HPOBAHHBIX JIMCTHEB pacTeHUH Tabaka copra KcanTu HK, TOpaXeHHBIX
BTM, noBblmmanach ¢ yBeJIMUEHUEM YHCIa HEKPO30B, 00Pa3yIOMIUXCS B JIUCThSIX, U
BPEMEHH, IIPOILEALIETO C MOMEHTA 3apaXEHHS PACTCHUH. DKCTPAKThI JINCTHEB 3710~
POBBIX U OOJIBHBIX pacTeHUH Tabaka copra CaMCyH, 300POBBIX U OOJIBHBIX PACTEHUI
copra KcanTu HK, THKyOMpPOBAaHHBIX IT0Cie 3apaskeHus npu 32°C, He BIMSIM Ha CO-
JepKaHue HEeXKU3HECTIOCOOHBIX TIPOTOILIACTOB B Ipobax (Tabi. 6.5).

Kpowme Toro, 0110 00HapYKEeHO, YTO “KWIIIep MPOTOILIACTOB” MOXKET HaXo-
JUTHCS U B alOIUIACTE, TAK KAK MEKKJIETOUHAS >KUJIKOCTh, BBIJICJIICHHAS U3 HEKPO-
TU3UPOBAHHBIX JIUCTHEB, NHGUIBTPUPOBAHHBIX BOJOH, OblIa TOKCUYHON AJIs MIPO-
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Tabnuya 6.5
BrnmstHME 3KCTPaKTOB TUCTHEB pacTeHU Tabaka coptoB CamcyH un Kcantu HK Ha
CoZiep)KaHue HeKU3HECTIOCOOHBIX IPOTOILIACTOB B MPo0ax, % K KOHTPOIIIO
(mo Manunosckomy, Kyryk, BapgonomeeBoii, myOnukyeTcs BepBble)

Bpemst mocie Konnenrpauust BTM B MHOKYIIIOME IIPU 3apakKEHUU
Hcrounnk JIMCTBEB, MKI/MJI
3apaKeHUsI ,
IKCTPAKTA .
pacTenuii, cyT o | o1 | 10 10,0 | 1000
Pacrenust nHKyOHpoBaiu rnocie 3apaxeHus npu 25°C
3 C 110+£4 119+5 129+ 6 114+£5 113+6
K 112+£5 123+ 6 118 +4 134+4 118+5
C 112+4 114+ 6 119+5 128+ 6 122+5
CamcyHn 7
K 114£5 116 +4 124+ 6 119+4 129+ 6
" C 109+6 115+4 123+ 6 119+6 113+£6
K 117+ 4 111+4 129+5 131+6 119+£5
3 C 110+5 123 £5 129 +4 193 +£4 268+ 6
K 116 £5 129+ 6 124+5 179+5 234+5
C 117+4 140+ 6 155+6 223 +5 289+6
KcanTu HK 7
K 112+£5 138+5 143 £4 191+£5 295+6
" C 119+5 144 +5 178 +5 286+ 6 344+ 6
K 118+ 4 154+ 6 195+5 269+5 330+ 6
Pactenus nHKyOHpoBanu mnocie 3apaxenus npu 32°C
3 C 112+6 109+5 118+ 6 109+5 114+38
K 108 +4 116 £5 114+ 4 120+ 6 114+ 4
C 110+ 6 115+4 120+ 6 119+5 119+4
CamcyH 7
K 122+6 11 +£5 109 +5 113£5 112+6
14 C 120+ 6 106 + 6 119+7 123+5 117+6
K 111+6 117+5 110+5 118+ 6 122+ 6
3 C 118+7 123+ 6 122+6 117+5 121+6
K 106 + 5 117+5 112+ 6 119+ 4 115+6
C 118+4 121 +5 11 +7 119+6 116 +5
KcanTu HK 7
K 105+7 113+4 128+5 124+5 126 +5
" C 119+38 115+5 129 +4 120 + 8 118+ 6
K 1156 128+ 6 116 £5 114£5 121+6

Ilpumeuanue. B kadecTBe KOHTPOJS HCIIOIB30BATH MPOTOILIACTHI, H30JIUPOBAHHBIC 3 JTH-
CTheB pacTeHUi Tabaka coproB CamcyH u KcaHTH HK M MHKyOMpOBaHHBIC Ha cpene 6e3
skcTpakTa. ComeprkaHue HSKM3HECIIOCOOHBIX MPOTOILUIACTOB U3 PaCTeHNUN copToB CaMCyH
(C) u Kcantu Hk (K) B KOHTpOJIBHBIX TPOOax OBLIO COOTBETCTBEHHO paBHO 15 +4 u 12 +
4 % ot 00111er0 YKcIIa MPOTOIUIACTOB B Tpode. I1pu yka3aHHBIX KOHIIEHTPALUX CYCIICH3HUI
BTM nHa mucthsax pactenuii copra Keantu Hk o0paszoBsiBaiocs npumepso 0, 70, 180, 520,
730 HEKPO30B Ha JIUCT.
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TOMIACTOB. MEXKKIETOUHAS KHUIKOCTh M3 JIUCTHEB 3I0POBBIX U OONBHBIX PACTCHUI
tabaka copta CaMcyH, O0NBHBIX pacTeHuii copta KcanTu HK, HHKYOHUPOBAHHBIX TTO-
crie 3apakerus npu 32°C, He BIMANA HA COACPIKAHUE HEKHM3HECITOCOOHBIX MPOTO-
IJ1aCTOB 000UX COpTOB (Tadi. 6.6).

Tabnuya 6.6
Brusiare MEXKICTOUHON )KUIKOCTH U3 JINCTHEB pacTeHuil Tabaka coproB CaMcyH U
KcanTu HK Ha coiepykaHne HEKU3HECTIOCOOHBIX TPOTOILIACTOB B MP00ax, % K KOHTPOIIO
(o Manunosckomy, Kyryk, BapdonomeeBoii, myOiukyercst BliepBbIe)

Bpewms nocie Konnentpanus BTM B nHOKy/II0ME NpH 3apakeHUN
Copt 3apakeHust JINCTHEB, MKI/MJI
pacrteHuii, cyT 0 ‘ 0,1 1,0 10,0 ‘ 100,0

Pactenns nHKyOHpoBanu nociue 3apakeHus mpu 25° C

3 C 110+ 8 121 +6 125+5 119+4 129+ 6
K 118 +7 120+ 5 130+4 116 £5 117+6
C 117+6 114+ 6 119 £ 8 124+ 6 120+ 6
CamcyHn 7
K 112+£5 110+ 4 107 +£5 119+4 118+ 6
14 C 120+ 6 118+ 6 123 +£5 118 £8 131 +6
K 115+£5 119+7 122 +6 107+5 119+5
3 C 119+7 126 £ 8 127+ 6 137+£5 166 £ 6
K 1075 132+5 144 £ 5 1515 160 + 4
C 117 +4 137+ 6 151 +£5 160+ 5 188+ 6
Kcantn vk 7
K 121 +6 139+ 7 158 +4 163+6 207 £ 6
14 C 114+ 6 150+ 5 166 £ 6 180+ 6 178+ 5
K 124 £ 6 148+ 6 159+7 168 +5 189+ 6
Pacrenns nakyOnpoBam mocie 3apaxenus mpu 32° C
3 C 105+5 105+5 110£5 109+ 6 102+6
K 109+ 6 106+ 6 108 +7 110+5 121+6
C 110+ 6 112+7 106 £ 6 114+7 111+7
CamcyH 7
K 122+5 117£5 112+5 108+ 5 105+6
14 C 114+6 119+ 6 118 £5 108+ 5 116 £6
K 115+6 108+ 6 117+6 114+6 104 +£5
3 C 109+ 8 120+ 7 106 + 5 113£5 123+5
K 116 £ 6 116 £ 6 107 £8 109+ 6 105+5
C 109+ 6 114+5 100 + 4 106 £ 6 104+ 6
Kcantn vk 7
K 111+6 114+ 6 103+ 6 112+5 115+4
14 C 106 + 5 103+ 6 109+ 6 105+ 6 118£5

K 119+6 120+ 6 118 £8 103+ 6 107+ 6
Ipumeuanue. O603HaUEHUS TE XKeE, YTO B TaOI. 6.5.
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Ha ocHoBaHMM naHHBIX O refb-QUIBTPAIUE U HOHHO-OOMEHHOW XpoMaTo-
rpaduu SKCTPAKTOB HEKPOTU3MPOBAHHBIX JINCTHEB pacTeHuid Tabaka copra Kcantu
HK OBIJI ClIesiaH BBIBOJ O TOM, YTO “KHJIIEp MPOTOILIACTOB™ SIBISETCS] KUCIBIM Oell-
koM ¢ M. M. mpumepHo 70 x/la [ManunoBckuii, 1998]. OH ocaxaaincs cyibhaTrom
ammoHus npu 60-100 %-HoMm HacklieHHH. Ero TOKCMYHOCTH HE M3MEHsIach NMpH
00paboTKe SKCTPAKTOB HEKPOTH3UPOBAHHBIX JTUCTHEB pacTeHUi Tabaka copra Kcan-
tn oK PHKa30i1 1 ncyesana nocie 00paboTKu TPUIICHHOM, YTO YKa3bIBaeT Ha OEITKO-
BYIO IPUPOLY “Kuiiiepa mpoTomiactoB” (Tadm. 6.7).

Tabnuya 6.7
Bnusiaue 00paboTok (hepMeHTaMM Ha TOKCHYHOCTD [UISl H30JIMPOBAHHBIX TPOTOIIACTOB
HKCTPAKTOB HEKPOTH3MPOBAHHBIX JINCThEB pacTeHnii Tabaka copra Kcantu HK, % K
koHTpoII0 (110 ManuoBckomy, Bapdonomeeoii, Cenenkoit, myOnuKyeTcst BHEpBbIE)

[TpororuiacTel, U30JIMPOBaHHBIC U3 pACTEHUI Tabaka
BapuanTs! 06paboTKn
Copt CamcyH Copt Kcantu HK

Bes pepmenTon 269 +6 271+5
HeaktuBHbIM TpHIICHHOM 261+4 266+ 5
AKTUBHBIM TPUIICUHOM 120+ 4 117+6
HeaxTtusHoi1 prndoHyKiIea3oit 263 +4 259+4
AKTHBHOU prOOHYKIIEa301 276 £ 5 273+ 6

Ipumeuanue. JIuctbs dKcTparupoBaiu uyepe3 3 CyT mociie 3apaxeHus cycnensueir BTM
(xormenTpanus 100 Mxr/Min). B kadecTBe KOHTPOJIS MCTIONB30BANIN MPOTOIIACTHI, HHKY-
OmpoBaHHBIC Ha THTATENHHON cpeae 0e3 skcTpakTa. HeakTuBHBIE (hepMEHTHI MOTyJaIn
KUISTYCHHEM KOMMEPYeCKUX (DepPMEHTHBIX MTPenaparos.

Hakomnenne “kuiepa mpoTOIUIacTOB” SIBIISIETCS OTBETHOW peakuueil pacre-
Hul Tabaka copra Kcantu Hk Ha 3apakenne BTM, Tak kak 3KCTpaKTHI JINCTHEB, HE-
KPOTH3HMPOBAHHBIX B pe3yasrare xumudeckoro [Hooley, McCarthy, 1980] nnn, kax
B HAIIUX OIBITAX, MEXaHMYECKOTO MOBPEXK/ICHHUSI, HE BIUSUIA HA COCTOSIHUE MPOTO-
rutacToB. Tak, eciu coliepKaHne HeKU3HECTIOCOOHBIX MPOTOIIACTOB B MPOOAX, M30-
JIMPOBaHHBIX U3 JIMUCTHEB 3I0POBBIX pacTeHuid Tabaka coproB CamcyH u KcaHTH HK
Y MHKYOUPOBAaHHBIX HA YHCTHIX MUTATEIBHBIX CpeliaX, ObIJI0 COOTBETCTBEHHO PABHO
1645 % u 14+ 6 %, To B mpobax, KyJIbTHBUPOBAHHBIX Ha Cpelax C SKCTPAKTaAMH JIH-
CThEB 37I0OPOBBIX pacTeHni Tabaka copta Kcantn HK, y KoTopbix 6omnee 50 % moBepx-
HOCTH JIUCTHEB OBLTO MEXaHWYIECKH TIOBPEKACHO (PKCTPAKIINIO TPOBOIMIHN Yepe3 3
CYT TIOCJI€ HAaTHPaHHUA), COAEPKAHNE HEKN3HECIIOCOOHBIX MPOTOILIACTOB OBLIO CO-
OTBETCTBEHHO paBHO 22 +4 % 1 20 £ 5 %. DKCTpaKThl HEKPOTU3UPOBAHHBIX JIUCTHEB
OOJILHBIX pacTeHuil Tabaka copra KcaHTH HK OIMHAKOBO BIMSIIM HA MPOTOTLIACTEL,
M30JIMPOBAaHHbBIE U3 JIMCTHEB UYBCTBUTEIHHBIX M CBEPXUYBCTBHUTEILHBIX PACTCHUH,
TO €CTh “KHJUIEP MPOTOILIACTOB” HE 00aa CIeHU(PUIHBIM JCHCTBUEM.
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MexaHu3mbl 00pa30BaHus U ACHCTBHS “‘KWJLIepa MPOTOIJIacTOB” MOKa He U3-
BECTHBI. BeposTHO, “Kuiiep mpoToI1acToB” HEMOCPEACTBEHHO JEHCTBYET Ha Kile-
TOYHbIE MEMOpPaHBbI, a He SBJISIETCS MHAYKTOPOM 00pa30BaHusl BELIECTB, pa3pyllaio-
mmx MeMOpanbl. B Hammx ombitax mHrnoutopsl cunte3a PHK u Genka (aktuHO-
MUIMH [], IUKIOTeKCUMUA, TyPOMHIIMH, XJI0paM(pEHUKOI) HE CHUKAIM TOKCUYHOE
JIeiiCTBUE HKCTPAKTOB HEKPOTH3UPOBAHHBIX JINCTHEB HA M30JMPOBAHHBIE MPOTOILIA-
CTBI, @ MOHBI KaJbLIUSI U MapraHiia, a TaKkke MHIMOUTOPHI AbIXaHus (2,4-TUHUATPO-
¢denoun, GTOpUCTHIN HATPHIA, a3UA HATPHUS) JOCTOBEPHO (CTENEHb BEPOATHOCTH P =
0,99 mns xonuentpauuit 0,3-0,5 Mr/mi) MOBBIIATH YCTOHYMBOCTH MPOTOIJIACTOB
(Tabm. 6.8, 6.9, 6.10). HecMOTpst Ha BEICOKYFO ITEPOKCUIa3HYIO aKTHBHOCTh BO (hpaK-
LUK “KWIjIepa IpoTOoIIacTOB”, OH HE SIBISICTCS IEPOKCUIA30M1, TaK KaK OUUILCHHBIH

Tabnuya 6.8
Bnmsane marndutopos cuaTe3a 6enka u PHK Ha comeprkanme HEXN3HECTOCOOHBIX
IpOTOILIaCTOB B Hpo6ax, I/IHKy6I/IpOBaHHBIX C OKCTPAKTOM HECKPOTH3UPOBAHHBIX JINCTHCB
pactenuii Tabaka copra Kcantu HK, % K KOHTPOJIIO
(mo Manunosckomy, Kyryk, Bapdonomeesoit, myOiukyeTcst BepBbIe)

KoHIeHTparyst ”HruouTopa B Cpesie, MKI/MIT
Bapuanrtsr 06paboTku
0 0,1 1,0 10,0

C 100 108 £9 112+ 6 116 £ 6

Iuknorekcummg
K 100 89+6 109+5 114+6
LII/IKJ'IOFGKCI/IMI/I,H + C 238+6 250+ 5 230+ 6 2415
SKCTPaKT K 245+7 237+6 229+ 8 239+5
C 100 111+6 98+5 112+5

Ilypomunun

K 100 106 + 6 110+ 8 114 £5
IypomumH + C 228+6 218+5 233+6 22445
OKCTPaKT K 251+5 262 +5 258 £8 254+ 6
C 100 115+6 112+6 108+ 5

XnopampeHHuko
K 100 103+5 110£5 114+ 6
XJ‘IOpaM(beHI/IKOJ'I + C 260 + 7 282 + 6 267 + 9 264 + 8
SKCTPAKT K 255+4 270+ 6 235+7 229+7
C 100 102+5 116 £ 6 114 +5

AxTrHOMUIIUH []
K 100 89+6 119+7 12245
AxruromurmH J{ + C 278 £8 237+8 280+6 277 +8
OKCTPAKT K 249 £ 6 257+5 259+ 7 263+5

Ipumeuanue. Vicionb30BaJIn SKCTPAKT JIMCTHEB, 3apaxkeHHbIX cycnensueit BTM (100 mxr/
MJI) ¥ 9KCTParMpoBaHHBIX Yepe3 3 cyT nocie MHOKymsinuu. O0o3HaYeHus Te ke, 4To B
Tabm. 6.5.
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Tabnuya 6.9
Brusinue MHrMOUTOPOB SHEPreTHYECKOro 0OMEHa Ha COJepIKaHNe HEKU3HECTIOCOOHBIX
[IPOTOILIACTOB B IP00ax, HHKYOUPOBAHHBIX C IKCTPAKTOM HEKPOTH3UPOBAHHBIX JINCTHEB
pacrenuii Tabaka copra Kcantu HK, % K KOHTPOJIIO
(o ManuroBckoMy, Kyryk, BapdomomeeBoii, myOnukyeTcst BIEpBEIC)

BapuaHThI Konnenrparnmst vHTHOUTOpa B Cpee, MI/MII
00paboTkn 0 0,1 0,2 0,3 0,4 0,5 1,0 2,0
C 100 113+5 109+6 117+6 11545 113+6 128+5 123+6
2,4-TH®
K 100 98+6 1114 105+6 112+7 108+5 119+6 131+6
2,4-THO+ | C | 25548 | 25646 | 24146 | 18345 | 17845 | 218+6 | 269+5 | 287+6
SKCTpaKT K | 244+5 | 229+7 199+£8 189+6 | 200+£5 22146 | 28945 283+6
C 100 87+6 | 1057 111+6 115¢6 | 109+4 11945 132+4
oH K 100 100+4 95+6 107+8 113+5 117+6 123+6 129+7
®H + C | 261+6 | 243+6 | 247+5 | 22346 198+6 1765 | 210£5 28945
SKCTpaKT K | 25445 | 2466 | 22247 | 21945 201+6 188+5 234+6 | 301+6
C 100 104+5 11245 109+5 11945 12245 134+6 139+5
Al K 100 88+5 100+6 95+6 11745 11945 128+5 144+5
AH + C | 233+6 | 220+6 198+5 180+6 199+6 | 21145 241+5 328+6
SKCTpaKT K | 2566 | 230+5 2004£8 | 213+6 | 22445 220+5 239+6 | 33445

Hpumeuanue. 2,4-JTH® - 2.4-muantpodenon, ®H - ¢propuctsiit Hatpuit, AH - azug Hatpus.
JIucTes sxcTparupoBany uepes 3 cyT mociie 3apakeHus cycnenzueid BTM (KoHIeHTpamus
100 mxr/mit). OcTanbHble 0003HAYEHUS TE XKe, YTO B TaOI. 6.5.

Tabnuuya 6.10
BimsiHue XJI0pHCTHIX coieil KaJIbIIMs U MapraHia Ha CoJepKaHue He)KN3HECIIOCOOHBIX
MIPOTOIIIACTOB B MP0Oax, MHKYOUPOBAHHBIX C SKCTPAKTOM HEKPOTH3HPOBAHHBIX JINCTHCB
pactenuii Tabaka copra Kcantu HK, % K KOHTPOIIO
(o Manunosckomy, Kyryk, BapdonomeeBoit, myOiukyeTcst BepBbIe)

BapuaHThl Konnenrpanus conu B cpene, mM
00paboTKH 0 20 40 60 80 100
C 100 1134 80+6 89+5 86+6 78 +£5
CaCL,
K 100 109+ 6 74£5 93+6 80+6 71+£6
CaCL, + C 233+6 | 240+5 166 + 8 12745 138+6 1325
OKCTPAKT K 246 +7 229+ 6 144+ 6 134+4 1315 140+ 6
C 100 100+ 5 119+ 6 96+ 5 106 £ 6 98+5
MnCL,
K 100 97+ 6 103 +£6 874 99+5 102+5
MnCL, + C 2146 | 233+6 | 219+5 | 233+6 | 201+5 | 187+6
OKCTPAKT K 255+6 227+ 6 237+6 222+5 227+6 198 +7

Ilpumeuanue. JIUCTbsI SKCTparupoBaiu yepe3 3 CyT mocie 3apaxeHus: cycnensueii BTM
(xormenTpanus 100 Mxr/Min). OctanpHbIe 0003HAYECHHUS T€ Ke, 4TO B Ta0I. 6.5.
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KOMMEPUYECKUH TpenapaT MepoKCuIa3bl He ObLUT TOKCHUYCH JIJIS IPOTOILIACTOB (TalJI.
6.11). Bo3amoxxHO, “KHIIEPOM MPOTOILIACTOB” MOTYT OBITh BaKyOJISPHBIE POLIECCH-
pyromue dpepMeHTs, Ghocdonumnassl U (WIK) JIUIOKCUTeHA3a, KOTOPhIe YYaCTBYIOT
B TIOBPEK/ICHUH KJICTOUHBIX MEMOpaH B XOJIC CBEPXUYBCTBUTEIIBHON PEaKIUK pac-
TEHUH TPOTUB HECOBMECTHMBIX natoreHoB [Kato, Misawa, 1976; Ruzicska et al,.
1983; Croft et al., 1990; Chandra et al., 1996; Dhondt et al., 2000]. Kpome Toro, He-
JIABHO OBLIO IMOKA3aHO, YTO PACTUTEIILHBIC JITUHHOIETIOYCYHBIC JKUPHBIC KUCIOTHI U
MPOAYKTHI KX MeTa0on3Ma (CHUHTOIUITUIBI, KEPAMHU/IBI ¥ JIP. ) BIIUSIOT Ha CTa0WIIb-
HOCTh KJICTOUHBIX MeMOpaH u ydacTBytoT B [IKC, nHAyIMpoBaHHO! MaroreHamMu
[Sperling, Heinz, 2003; Raffaele et al., 2009b].

Tabnuya 6.11
BnusiHue nepokcuassl Ha CoAep KaHNE HEKU3HECTIOCOOHBIX MTPOTOILIACTOB B IIpobax, %
K KoHTpoto (1o Masnunosckomy, Kyryk, BapdonomeeBoii, myOnukyeTcs BriepBbie)

Konnenrpanus [IpoTomnacTsl, H30IUPOBAHHBIC U3 PACTCHUH Tabaka
MepOKCHUA3hI B
MHKYOalMOHHOM Copt CamcyH Copt KcanTu Hk
cpeze, MKT/MIT
0 100 100
0,5 112+6 101£5
1,0 120+ 6 97+6
5,0 109+5 115+5
10,0 114+ 6 103 +4
25,0 108 +7 90+5
50,0 105+6 100+ 6
100,0 I11£5 118+6

[Ipumeuanue. B xauecTBe KOHTPOJIS UCIIONB30BANIM IIPOTOILIACTEI, H30JUPOBAHHBIC U3 JIU-
cTheB pacteHuil Tabaka coproB CamcyH n KcaHTn HK m MHKYOMpOBaHHBIE Ha cpeze 0e3
(epmenTa nepoxcuaasel. CozpepikaHue HEKU3HECTIOCOOHBIX MPOTOILUIACTOB U3 PACTEHUM
tabaka coproB CamcyH 1 KcaHTH HK B KOHTPOJIBHBIX ITP00OaxX OBIIIO COOTBETCTBEHHO PABHO
16 +5 u 17+ 6 % ot obmiero ynciIa MPOTOIIACTOB B Ipoode.



7. MPUOBPETEHHAA YCTOVI‘-IVIBOCTtv:
CBEPXYYBCTBUTEJIbHbIX PACTEHUA
K NMOBTOPHOMY 3APAXEHUIO BUPYCAMU

OpHYM U3 XapaKTEPHBIX CBOWCTB CBEPXUYBCTBUTEIBHBIX PACTCHUH SBISIETCA
MpHOOpETeHHAs YCTONYNBOCTH K IOBTOPHOMY 3apakeHnto BUpycoM. OHa M3BecTHA
yxe moutu 100 net. B cBonke K.C. Uecrepa [Chester, 1933] 6bu1 man 0630p 60716-
IIOTO YHMCIIa MyOnuKaIuit o (heHOMeHe, Ha3BaHHBIM «(HU3HOIOTHICCKAM TTPHOOpE-
TEHHBIM IMMYHHUTETOM PACcCTeHUH K TTaToreHam». ITH paboThl UMENN ONMUCATeTbHbII
XapakTep M KacallucCh HE TOIBKO COOCTBEHHO MPHOOPETEHHOW YCTOWIMBOCTH, HO 1
nHTEepdEpPEeHITNN BUPYCOB. JleTanpbHOE W3yYCHHE MPHOOPETCHHON YCTOWYHMBOCTH
CBEPXUIYBCTBHUTEIBHBIX pACTEHUH K BUPycaM Hadajaoch ¢ padbotsr k.. ['mmmarpuka
u M. Beitatpay6a [Gilpatrick, Weintraub, 1952], koTopsie yCTaHOBWIIN, YTO MPE-
BapUTEIIHHOE 3apakeHNE HIDKHUX JINCTHEB pacTeHuit Dianthus barbatus L. Bupycom
MO3auKH{ TBO3IMKH MPUBOANT K YMEHBIICHHUIO 110 CPABHEHHUIO C KOHTPOJIEM YHCIIa
HEKpO30B, 00Pa3yIOUINXCS Ha BEPXHUX JIHCTHAX TOCJE WX 3apaXCHHUS dTHM BHPY-
COM.

b mpennoxeHbl TepMHUHBI: CHCTEMHAs TPUOOpETEeHHAs yCTOMYHUBOCTD
(systemic acquired resistance — SAR) u joKabHas MpUOOpPETEHHAS YCTOWIHUBOCTH
(localized acquired resistance — LAR) pacTeHmii kK TOBTOPHOMY 3apaKCHUIO BUPY-
camu [ Yarwood, 1953, 1960; Ross, 1961a,b]. O LAR roBopsT B TeX ciydasx, Koraa
YCTOHYHMBOCTH MPHOOPETAIOT KJIETKH B 30HE, IPUMBIKAIOIMIEH K MECTy IEPBUYHOTO
KOHTaKTa ¢ matoreHoM. [IprobpeTeHHas yCTOMIYHBOCTh CUUTACTCSI CHCTEMHOMN, €CITH
OHa Pa3BHBAETCS B KIJIETKaX OONBHOTO PAacTeHMS, YJAJICHHBIX OT MECTa IMepBOHA-
YJaJIbHOTO BHEIpeHHs TatoreHa. SAR MposBisiiach B BEpXHUX HEMHOKYJINPOBAHHBIX
TIPU TIEPBOM 3apa)KCHUU JIUCTHAX PACTCHHUH Tabaka M rmepia depe3 2-3 CyT, JOCTH-
rajia MakCUMyMa 4depe3 7 U COXpaHsuiach Ha BBICOKOM ypoBHE B Tederne 20 CyT 1mo-
cje TepBOro (MHAYIHUPYIOIIETO) 3apakeHHs HIKEPACTIONOKECHHBIX JTUCTHEB [Ross,
1961b; Nagaich, Singh, 1970]. IIpuoOpereHHas yCTOMYNBOCTH MOXKET TIEPEIaBaTHCS
CEMEHaMHU U TIPOSBIIATHCS B TepBoM TokoneHnu [Roberts, 1983; Wieringa-Brants,
Dekker, 1987]. He sicHo, paznugarorcs au Mexxay coooit LAR m SAR wnmm 5To onnx
Y TOT € MPOIECC, TPOUCXOISAIINI B KIIETKaX, PACTIOIOKEHHBIX Ha Pa3HOM PaccTos-
HUU OT MECTa MEPBUYHOTO IPOHUKHOBEHHUS BUPYCa B pacTEHHE.

K magany BoceMunecsaTeix romoB 20 Beka ObUTO M3BecTHO Oosee 20 KoMOu-
Halui BUPYC-PacTCHHE, I KOTOPHIX IMOKA3aHO Pa3BUTHE MPHOOPETEHHON YCTOM-
quBocTH [KoBanenko, 1983], a ¢ yueToM apyrux maTtoreHoB (TpuOOB U OaKTepHii) —
6omee 100 [Kué, 1982; Mnpunackas, O3eperkoBekas, 1991]. [IpuoOperennas ycTou-
YUBOCTb, KaK MpaBmio, HeciennduyHa. [IpeaBapurensHoe 3apakeHHE CBEPXUyB-
CTBUTEIBHBIX pacTeHni Tabaka u (acomu BTM BBI3BIBaIO yCTOWIMBOCTEH K BUPY-
caM HeKpo3a Tabaka, KOJIbIIEBOH MATHIUCTOCTH Ta0aka M TOMAaToB, IOXKHON MO3aMKH



lMpuobpemeHHasi ycmol4u8ocmb C8EPXYYECMEUMesbHbIX PACMeHUl K M08MopHOMY 141
3apaxeHuro eupycamu

(aconu, HO HE K BUPYCY KOJBIIEBOM MATHUCTOCTU TypHerica [Ross, Bozarth, 1960;
Ross, 1961a,b; Ross, 1966]. 3apakeHue pacTeHuii Tabaka BUPYCOM, TTOPAKAIOIUM
rpub Penicillium funiculosum, win ero PHK BbI3bIBaza pa3BuTHe MPUOOPETCHHO
yctouuBoctd kK BTM [Canosckuii, KoBanenko, 1974]. YcroitunBocTh pacTeHuit
K BUpycaM BbI3bIBasiach OakrepuanbHoil [Klement et al., 1966; Jenns et al., 1979;
Bergstrom et al., 1982] u rpubHoii [Mandryk, 1963; Hecht, Bateman, 1964; Gill,
1965; Mclntyre et al., 1981; Jenns et al., 1979; Jenns, Ku¢, 1979, 1980; Ku¢, 1982]
HHPEKIUAMHU. 3apaKCHUE BUPYCAaMH MOBBIIIAIO YCTOHYNBOCTh pacTeHHid K OakTe-
pusim 1 Tpubam [Chadha, Raychaudhuri, 1968; Lovrekovich et al., 1968; Nagaich,
Prasad, 1970; Pietkiewicz, 1974, 1975; Jenns, Ku¢, 1979, 1980; Bansal et al., 1978,
1985; Mclntyre et al., 1981]. beuto mokazano [Herbers et al., 1996], uto B nucThsAX
TPaHCTEHHBIX PACTEHUI Tabaka, SKCIPECCUPYIOMINX APOXKIKEBYIO HHBEpTa3y, (hop-
MHUPOBAJIMCh CIIOHTaHHBIE HEKPO3bl M OBLIO TOBBILICHO coaepkanue PR—0enxos,
KaJJI03bl, CalMIMIOBON KHCIOTH M aKTUBHOCTBH MEpOKcHAasbl. JIMCTbs 3THX pac-
TeHM ObUTH yCTOWYMBHI K 3apakeHHI0 Y-BHPYCOM KapTo(deJsi, 4TO BBIPaXKaaoch B
YTHETEHUH Pa3MHOXKEHUSI U TPAaHCIIOpTa BUpYcCa.

[Ipuobperennas ycroitunBocts (LAR 1 SAR) pa3BuBanace B pacTeHuUsx, pe-
arupyroIMx Ha 3apakenue narorenom umu oopadorky HgCL, [Szirdki et al., 1980]
00pa3oBaHMEM JIOKAIBHBIX HEKPO30B. OfHAKO OBLIO BBICKA3aHO MPEAIIOJIOKEHHE
[KoBanenko, 1983], uTo HEeKpOTU3aLUs KICTOK MOCIE UHIYIUPYIOLIETO 3apakKeHUsI
HE UrpaeT CYIIECTBEHHOW POJIM B Pa3BUTHUHM NMPHOOpETeHHOH ycToiunBocTu. OHO
OCHOBaHO Ha cienyronmx (akrax. Pa3Butue “BTopruHBIX” HEKPO30B HE 3aBUCE-
JI0 OT CKOPOCTH pocTa “NepBUYHBIX” HEeKpo30B [Kosanenko, lllepbarenko, 1978].
Wubekuus BUpyca B MEKKIETOYHOE TIPOCTPAHCTBO JIMCTHEB CTUMYJIUPOBAJia yCTOMN-
YUBOCTb K MocieayrouieMy 3apaxkenuro [Kosanenko, 1983]. 3apaxkenue pacrenuit
orypuoB copta Marketer BTM npuBoauiio K jJokanu3anuu BUpyca 0e3 oopa3oBaHus
JIOKaJbHBIX HEKPO30B U pa3BuTuio SAR K Bupycy Hekposa Tabaka [Roberts, 1982].
Ob6nyueHue 3apaxeHHBIX pacTeHui (aconu copra [IuHTO YyABTpadnOIETOBBIM CBE-
TOM 3HAYHUTEJILHO YBEIMYHMBAJIO pa3Mepbl TIEPBUUHBIX HEKPO30B, HO HE BIUSUIIO Ha
passutne SAR [Chessin, 1982]. B oTauume OT MIET0YHOTO IUCUTOPA KPUIITOTCH-
Ha, KHCJIBII MUCUTOP KATCULEHH HE BBI3BIBAJ 00pa30BaHUsI HEKPO30B, HO TAKKe
uHaynupoBan pa3sutue SAR B pactenusix tabaka [Keller et al., 1996]. Onnaxo,
00paboTKa JTHCTHEB CBEPXUYBCTBUTEIBHBIX pacTeHUH Tabaka rPUOHBIM TIUKOIMPO-
TEHUHOM, HE BBI3BIBAIOIIUM HEKPOTH3ALUIO KJIETOK, HE MPUBOAMIA K pa3BuTHio LAR
k BTM B coceaHux KJeTKax, 4TO CBUAETENBCTBYET, 0 MHEHHIO aBTOPOB O HEOO-
XOJMMOCTH 00pa3oBaHUsI JIOKaJIbHBIX HeKpo30oB it nHaykiuuu LAR [Costet et al.,
1999]. Beuto mokazaHo, YTO MHOKYJISIIMSL X-BUPYCOM KapTodessi HUKHUX JINCTHEB
TPaHCTEHHBIX PACTCHUH Tabaka ¢ TeHOM N, SKCIPECCUPYIOLINX BCTPOCHHBIN KapTo-
(enbHBIN TeH Rx, OTBETCTBEHHBIN 32 SKCTPEMaJbHYIO YCTOWYMBOCTD PACTCHUH Kap-
Todenst kK X-BUPYCY KapTodensi, He BbI3bIBaNa 00pa30BaHUsl JOKAIBHBIX HEKPO30B
B 9THUX JIUCTBSX, HO MHIyHUpoBaio pazButie SAR k 3apaxenuto BTM B BepxHux
mucThsix [Liu et al., 2010].
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7.1. O6pa3oBaHue NoKanbHbIX HEKPO30OB B JINCTbAX
C NPMOBPETEHHON YCTONYNBOCTHLIO

[TpuoOpereHHas yCTOHUYMBOCTB BhIpaykaeTcsl B CHIKEHUH yrcia [Kassanis et
al., 1974; van Loon, 1976b; Rohloff, Lerch, 1977] u (w1n) pasmMepoB HEKpO30B, 00-
pa3yrINUXCs MOCIe BTOPOro 3apaxenus pactenuii [Ross, 1961a,b, 1966; Balazs et
al., 1977b; Miczynski, 1979; Reddy, Chenulu, 1979; Roberts, 1984; ManuHoBCKHit
u ap., 1988,19936, 1994, 1995]. B 30He 1-2 MM BOKpPYT «IIEPBUYHOTO» HEKPO3a HE
(hopMHPOBAINCH HEKPO3bI MOCIIE TIOBTOPHOTO 3apakeHus JUcTheB | Yarwood, 1960;
Ross, 1961a]. YcToIH4YMBOCTE MOXKET IPOSIBIIATHCS U B 33€PIKKE ITOSIBICHUS «BTOPHY-
HbIX» HeKpo30B [Conti et al., 1978]. Onnako ectb oiHa pabota [Fraser et al., 1979], B
KOTOPOH MOKa3aHo, 4TO MpeaBapuTeIbHoe 3apakenne BTM HImKHHUX THCTHEB pacTe-
HUM N. glutinosa BbI3bIBAIIO IOBBIIICHUE YYBCTBUTEIBHOCTH K 3apaKCHHUIO BEPXHUX
JIUCTHEB, YTO MPOSIBIISUIOCH B YBEIMUCHUN YUCIIA “BTOPHYHBIX” HEKPO30B.

CornacHO HaMM JJaHHBIM CTENEHb YTHETCHHUS! 00pa3oBaHUs “BTOPUYHBIX
HEKPO30B B MIEPBUYHO 3apa)KeHHBIX JUCTBIX (UCThsi ¢ LAR) n B muctesax ¢ SAR
ObUIa TIPOIOPIMOHANIBHA “MacCUPOBAHHOCTH HMHAYLHUPYIOUIETO 3apaKeHUs: YeM
Oosblre ObITM KOHIIGHTpPALMs BUpyca B WHOKYJIIOMe (Tabm. 7.1, 7.2) u Konmu4ecTBo
WHOHUIMPOBAHHBIX JIMCTHEB MPU MEpBOM 3apaxkeHuu (Tabm. 7.3), TeM Oonee Oblna
BbIpakeHa MpruoOpeTeHHas ycToiiunBocTh. SAR pas3BuBanach kak B BbIIIC-, TaK
HUKEPACTIONIOKEHHBIX JTUCThSX (Tadm. 7.4).

Tabnuuya 7.1
Pa3Butne “BTOpHYHBIX HEKPO30B B MEKHEKPO3HOM MPOCTPAaHCTBE IHCTheB ¢ LAR
pactenuii Tabaka copta Kcantu Hk, % K KOHTPOIIO
(o Manunosckomy, Cenenkoit, BapdoaomeeBoit, myOinukyeTcst BlepBbIe)

Konnenrpanus BTM B Yuciio HEKpO30B Ha
) N Juamerp IInomans
HUHOKYJIFOME IIpU IEPBUYHOM 100 cm? nmucToBoi
. HEKpPO30B HEKpPO30B
3apa)KeHUH, MKI/MJI JINCTOBOM
0 100 100 100

0,01 81+8 76 £ 6 58+7

0,1 69+6 60=£6 46+ 6

1,0 44+ 6 48 +£8 33+6

[Ipumedanue. Bropoe 3apa’keHHe JTHCTHEB MPOBOMMIN Yepe3 3 CYT MOcCie MepBOH MHOKY-
nsard. Ynuceao U pa3Mepsl HEKPO30B OMPENENsIH depe3 3 CyT MOocie COOTBETCTBYIOIIETO
3apakeHust IUCThEB. [Ipy MOBTOPHOM 3apa’k€HUU JIMCTHEB UCIOIB30BAIN CYCIEH3UIO Ya-
ctug BTM (mramm OM) ¢ koHueHTpanuei 1 Mr/mir.

ITo muenuto A.®. Pocca [Ross, 1966] cHmkeHue yriciia BTOPUYHBIX HEKPO30B
B YCTOMUYMBBIX JIUCTBAX MOXKET OBITH CBS3aHO C YMEHBLICHHEM HEKPO30B JI0 TAKUX
pasMepoB, YTO OHM HE OOHAPYKUBAIOTCS BU3YyaJbHO. JTO MPEIIOIIOKEHUE OBLIO
noaTBepxaeHo B padore E. banama c coasr. [Balazs et al., 1977b], koropsie 0OHa-
PYKWJIM OIMHOYHBIE HEKPOTH3UPOBAHHBIE KIIETKHU B IMCTHAX ¢ SAR, 00paboTaHHBIX
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Tabnuya 7.2
O0pa3oBaHne «BTOPUYHBIX» HEKPO30B B JTUCThAX ¢ SAR pactenuii Tabaka copra Kcantu
HK, % K KOHTPOJIIO
(mo Manunosckomy, Cenenkoit, BapdoiaomeeBoii, myOnukyeTcst BepBbIe)

Konuentpanus Hucio HEKPO30B Ha [Tnomanp
BTM B unokymome | 100 cM? ucToBO# | Jluamerp HEeKpO30B “BTOPUYHBIX
TIPH MEPBHYHOM MOBEPXHOCTH HEKpPO30B
SAPAKEHMH, MKI/MIT | 3 oy 7 eyt 3cyr 7 eyt 3cyr 7 cyT
0 100 100 100 100 100 100
0,01 103+6 | 1025 | 98+6 87+ 4 100+ 5 72+4
0,1 98 +7 84+6 90 +5 7245 78+ 6 47+6
1,0 94+5 73+6 83+7 60+ 4 64+6 34+5
10,0 89+6 65+6 T8+ 6 45+ 5 56+5 27+6
100,0 84+6 56 +7 74 +£6 43+ 4 45+ 4 19+£5

[Mpumeuanue. [Ipu nepBoit nHOKysiMyM 3apaxanu uctbs [-111 sipycos (oTcuer cHuzy). [Ipu
BTOPOW MHOKYIISIIMN 3apaxann JucThs [V sipyca (JI.I1.U.=4-7) cycnensneit wactunn BTM
(xoHTEeHTpanus 1 MKr/Mi) depe3 3 cyT U 7 CyT IOCIe TIepBOM MHOKYISIIUHU. B kadecTBe
KOHTPOJIS WCIOJIb30BAJIM COOTBETCTBYIOIIUE JINCThSI PaHEE€ HEMHOKYJIMPOBAHHBIX pacTe-
HUH.

Tabnuuya 7.3
O06pazoBanue HEKPO30B B JIUCTHAX ¢ SAR pacrenmii Tabaka copra Kcantu HK B
3aBUCHMOCTH OT YHCJIa JMCTHEB, HHOKYJIHPOBAHHBIX TIPH MIEPBUYHOM 3apAKECHUH
pactenuii, % K KOHTPOJIO
(10 Manunosckomy, Cenerkoii, BapdonomeeBoit, myOauKyeTCst BIIEPBBIC)

Yncno HIKHUX
JINCTHEB, HHOKY- Uucno HeKpO30B Ha Jlnaverp IInomane
JIMPOBAHHBIX TPU 100 cm? mucToBOi HeKDOZOB HEKPOTU3UPOBAHHON
MIEPBUYHOM 3aPAKEHUHU TOBEPXHOCTH p TKaHU
pacTeHuit
0 100 100 100
2 79+6 81+6 69+5
4 68+5 59+5 415
6 53+6 49+5 26+6

[Ipumeuanue. [lepBuuHy0 HHOKYISALUIO IPOBOAWIN cycnien3ueil vactury BTM (koHueHTpa-
st 100 MKT/MIT) 32 7 CYT 1O BTOPOTO 3apakeHus. [Ipr MOBTOPHOM 3apaskeHIH UCTIONIB30-
Baym cycnensuro yactuil BTM c¢ koHteHTparnmeii 1 MKr/ mi1.

nepes 3apakeHueM KHHETHHOM. B Halmx omnbITax He yaanoch BhISABUTH OJMHOYHbIE
HEKPOTHU3UPOBaHHBIEC KJIETKH B 3apayKCHHBIX JINCThA ¢ SAR HM ¢ moMombio 1roMu-
HECLICHTHOI'O MUKPOCKOIA (KUBBIC KJIETKH JaBajl KPacHOE CBEUCHUE, MEPTBBIC —
3€JICHOE), HU [I0CIIe OKPALIMBAHUS KpacuTeIsIMu (roy0oi OBaHca U HEUTpabHbIHI
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Tabnuua 7.4

Obpa3oBanue HEKPO30B B MUCTHAX ¢ SAR pacTennii Tabaka copra KcanTtu HK,
PACIIOJIOKEHHBIX BBIIIE WIIM HIDKE JINCTHEB, HHOKYIMPOBAHHBIX IIPU IIEPBUYHOM 3apaXKEHUH
pactenuii, % K KOHTPOIIIO
(o Manunosckomy, Cenenkoit, BapdoiomeeBoit, myOnukyeTcs BepBbIe)

Pacrnionoxxenue ‘111/;)061 0 1{2er 0308 Ha Huamerp ILnomane N
mmera ¢ SAR CM~ JIUCTOBOU HEKPO30B HEKPOTU3UPOBAHHOU
IMMOBCPXHOCTHU TKaHU
s 3cyr 100+ 5 98 +5 83+6
7 cyT 88 £4 83+ 6 69+5
4 3cyr 105+ 6 100 + 4 116 +£5
7 eyt 78+ 6 86+ 6 62+6
3 3cyr 98 +7 101 +4 108 +£7
7 cyt 81+£5 79+£5 66+5
P 3cyr 1016 90+ 4 82+6
7 eyt 65+5 81 +4 55+7
q 3cyr 88+4 875 64+6
7 cyt 65+6 72+4 43+5
+ 3cyr 81+4 88+5 66+ 6
7 cyT 73+6 67+4 51+6
2 3cyr 87+5 80+ 4 64+5
7 cyt 78 +4 64 +4 58+7
3 3cyr 92+6 106 =5 109+5
7 cyT 84+5 77+6 70+7
4 3cyr 95+6 93+ 6 86+ 4
7 cyt 84+5 85+6 72+£5
45 3cyr 100+ 7 94+3 89+5
| Teyr 80+ 6 83+5 70+6

ITpumeuanue. 3apaxanu cycnensueil yactuyy BTM (xonnentparmus 100 Mxr/mi) 3 snmcra
cpemnero sipyca. Yepes 3 cyT win 7 CyT HHOKYJIHPOBAIN HUXKe- (-) U BBIIIEPACIIONOKEH-
HbIe (+) MUCThA cycren3ueit yactuil BTM (konmnentpamusa 1 mMxr/mi). B xadectBe koH-
TPOJIA HUCIOJIB30BAJIN COOTBETCTBYIOUINE JIUCThA NMPEABAPUTECIIBHO HEMHOKYIMPOBAHHBIX

pacTeHui.

KpacHBI), MO-pa3HOMY OKPAIIMBAIOIIUMH JKHUBbIE 1 HEKPOTU3UPOBAHHBIE KIIETKH.
OpnHako MpH BBLAEP)KMBAHNN pacTeHHi Tabaka copta KcaHTu HK B TeueHHe 2 cyT
pu 32° Cu 1 cyt ipu 25° C B BEpXHUX JHUCTHAX KOHTPOJBHBIX U OMBITHBIX (JINCThS
HUYKHETO U CPEIHETO sIpycoB 3apaxkanud BTM 3a 7 cyT 10 HHOKYJISILUY BEPXHUX JIH-
CTbEB) pacTeHUIl 00Pa30BBIBAIOCH OJMHAKOBOE KOJIMYECTBO HEKPO30B HA €AUHHILY
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rioniaau gucta [ManuHoBckuit u ip., 19936]. Ha ocHOBaHWM 3TUX JaHHBIX MOXXHO
cIIeNIaTh BBIBOJ, UTO B JIMCThSIX 3JOPOBBIX pacTEHUH U TUCThiIX ¢ SAR B mpoiecce
MEXaHUYECKON MHOKYJISIIUU BUPYCOM 3apakaceTcsl OJUHAKOBOE YUCIIO KJIETOK. Bo3-
MOKHO, HaOJIFOIaeMOe Y pacTeHUM, WHKYOUPOBAHHBIX TIPU TeMIepaTypax, 0iaro-
MPUSTHBIX IS PA3BUTHUS PEAKIIUU CBEPXUYBCTBUTEIBHOCTH, CHIDKEHUE YHCIIA BU-
JIUMBIX HEKPO30B B JIUCThAX ¢ SAR 00BSICHSICTCS TEM, UYTO B KJIIETKAX 3TUX JINCTHCB
HAaKaIIMBaIOTCS BEIIECTBA, MPEIMATCTRBYIONINE PENPOIYKIIMU U TPAHCIOPTY BHUpYycCA.
[TosTOMy B KJI€TKaX YCTOWYUBBIX JUCTHEB, KyAa MPU HHOKYISIIIUH MTOMAJI0 Majo BU-
PYCHBIX YaCTHII, IPOIECCHI ISTPAJAalMi U HHAKTUBAI[UN BUPYCHBIX YaCTHI] IPe0d-
JAJAI0T HAJ IPOLECCaMU PEMPOAYKIIMU U BUPYC HAKAIIIMBACTCS B KOITUYECTBE, HE-
JIOCTATOYHOM JIJIs1 HEKPOTHU3AIUHU KIICTOK.

7.2. NMpoHMLaeMoCTb KIeTOYHbIX MeMOpaH B nucTbsax ¢ SAR

B npenpiaymeii rmase ObLI0 OKa3aHO, YTO NOBBILICHNE TPOHULAEMOCTH KJIe-
TOYHBIX MEMOpaH SIBISCTCA OOHUM U3 CaMbIX PAHHUX MPOSIBICHUN PEaKLUU CBEPX-
qyBCTBUTENbHOCTH. KpoMe Toro, mpoHunaeMocTs MeMOpaH yBEIMYUBajach Uy Kile-
TOK, OKPY>KaloIIMX HeKpo3bl. OHAaKO He3apakeHHbIe TUCThs ¢ SAR He oTianyanuch
OT JIUCTHEB 310POBBIX PACTCHUI 110 YPOBHIO IPOHULIAEMOCTH MEMOpaH.

B nuctesix ¢ SAR, unokynupoBanubsix BTM, pa3BuTue HEKpO30B COMPOBO-
KJIQJIOCh YBEJIMUEHUEM IPOHULAEMOCTH KJIETOUHBIX MeMOpaH. bruia oOHapyxeHa
CJICYIOIAsl 3aKOHOMEPHOCTh: YeM OBICTpee NMPOMCXOAWIIA JIOKAJIM3alus BUpYyca,
TEM 3HaYUTENbHEE YBEINYMBAJIACh IPOHMLIIAEMOCTh MEMOPAH y NPUHEKPO3HbBIX KJle-
Tok [Cenenxkas u ap., 1996].

7.3. NHakTnBauma BTM B MeXKNeTO4YHOM NpocTpaHCcTBe
nucTbeB pacTeHu Tabaka copta KcaHTn HK ¢ npuobpeTeHHOMN
YCTOM4YUBOCTbLIO

B mnaBe 2 OpII0 MOKa3aHO, YTO Cpa3y MOCIE WHBEKIIMH CYCIICH3WH YaCTHII
BTM B MEXKJIETOTHOE MPOCTPAHCTBO JIUCTHLEB 3I0POBBIX PACTCHUN Tabaka COPTOB
CamcyH u KcanTu HK iporcxoinia KpaTKOBpeMEHHas! arperanus BUPYCHBIX 9aCTHI]
C OIHOBPEMEHHBIM CHIDKEHHEM MH(EKIMOHHOCTH Tpod. [Ipn nHKyOanum JTUCThEB
B YCIIOBHSX BIXKHOW KaMepbl YMEHbIIEHHE WH()EKIMOHHOCTH MPOJO0IKAIOCh, a
arperamus 9acTHI] CMEHSUIach UX JIeTpajareil, 4To CBUAETEIbCTBYET 00 MHAKTHBA-
LMW BUPYCHBIX YaCTHUIl. DTU MPOIECCH MPOTEKAIH B JUCTHAX PACTEHUI UCTIONB30-
BaHHBIX COPTOB C OMHAKOBOW CKOPOCTHIO, YTO YKA3hIBAeT Ha CXOACTBO MEXaHN3MOB
MIEPBUYHON 3aIIMTHI, HANIPABJICHHBIX HAa MPEI0TBpAIleHne TPOHNKHOBEHNS MaTore-
Ha B KJIETKM paCTEHUM.

B aToM paznene nprBeaeHbI pe3yabTaThl aHAJOTHYHBIX OITBITOB, HO B KAYECTBE
00BEKTOB MCCIIEZ0OBAHUS UCTIONB30BAJIH JINCThS pacTeHuil Tabaka copta Kcantu Hk
¢ LAR u SAR, 4T00BI Onpe/ieinTh H3MEHSIOTCS JIN 3aIIUTHBIE CBOWCTBA arloIuiacTa
JIUCTHEB CBEPXUYBCTBUTEIBHBIX PACTEHUH MPH Pa3BUTHH MPHOOPETECHHON yCTONYH-
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BOCTH K ITOBTOPHOMY 3apa)XCHHIO. B HalMX OmbITaX CHIKEHHE WH(EKIIMOHHOCTH
npernaparoB BTM, WHBENMPOBAaHHBIX B MEXKKJICTOYHOE MPOCTPAHCTBO MEPBUYHO
3apakKeHHBIX JINCThEB (YCIOBHO: JIUCThs ¢ LAR), mpoucxoauno 3Ha4UTEITHHO ObI-
CTpee, YeM B 3I0POBBIX JIUCThIX (Tabi. 7.5).

Panee Obli 0OHAPYKEHBI BUPYCHBIC YaCTHUIIBI B KIIETKAX, PACTIOIOKEHHBIX 32
npeaenaMu Hekpo3oB [CmupHOBa, 1955; Hayashi, Matsui, 1965b; Milne, 1966b, c;
Shimomura, 1972; Allison, Shalla, 1974; Stobbs et al., 1977; llImbirs u np., 1989;
Hosokawa et al., 1989]. B Hammx ombITax BBICEUKU M3 OKOJIOHEKPO3HOW TKaHH He-
VMHBCIIMPOBAHHBIX JTUCTHEB HA PACCTOSHUM 1-3 MM OT HeKpo3a ObLTH HH(EKITMOHHBI-
MU, HO UX UHPEKIIMOHHOCTh CO BpeMeHeM ucye3ana (Tadmn. 7.5). bonee 3HaunTEIb-
HOE 110 CPABHEHHUIO C JIUCThSIMU 3JI0POBBIX PACTCHUI YMEHBIIICHHE WH()EKIIMOHHOCTH
BBICEUEK M3 OKOJIOHEKPO3HOW TKaHH WHBEIUPOBAHHBIX CycHeH3usMu yactuiy BTM
nmuctheB Kcantu Hk ¢ LAR cBuzjerenbcTByeT 00 yCHICHHM 3alIUTHOW aKTHBHOCTH
aroruIacTa ATUX JIMCThEeB B Xoze pa3sutus LAR.

Tabnuya 7.5
WHpeKImnoHHOCTh TOMOTEHATOB JINCTHEB pacTeHui Tabaka copta Kcantn ik ¢ LAR uepes
pa3Hoe BpeMs nocie nHbeKknun cycnensunn BTM, % k KOHTpouto
(o ManunoBckomy, BapdonomeeBoid, myOnuKyercs BiepBbIe)

Bpewms nocne nabexuuu, 4
Bapuant 0 24 48
OTIbITa
3cyr 7 cyT 3cyr 7 cyT 3cyT 7 cyT
I 76 + 6 - 56+6 - 39+5 -
II 8+4 5+£3 5+£3 H.o. 4+2 H.o.
11 42+5 27+5 24+ 4 16+4 155 9+4

[Ipumeuanue. B kauecTBe KOHTPOJIS UCTIOJIB30BAJIN UCXOAHBIN npenapatr BTM, cMerianHbIit
C TOMOTEHATOM TIPEIBAPUTEIILHO 3aMOPOKCHHBIX JINCTHEB 3/I0POBBIX PACTEHHI Tabaka co-
pra Kcaatu HK. OIIBITHBIC TUCTBSA 3apakaiu cycnensuer yactuil BTM (korunenTparus 0,5
MKr/Min) yepe3 3 cyT u 7 cyT. BapuanTts! onbita: I - HHBEIMPOBAHHBIE JIUCTBS 30POBBIX
pactenuii, Il - HeMHBEIMPOBAaHHBIC HEKPOTU3UPOBAHHBIC JIUCThS (BBICEUKH U3 OKOJIOHE-
KPO3HOH TKaHHU Ha pacCTOsIHUU 1-3 MM 0T Hekpo3a), III - nHberpoBaHHbBIE HEKPOTU3ZUPO-
BaHHBIC JIUCTHS (BbICEUKH Kak y BapuanTa II). H. o. - He oOHapyxeHo.

CHmxenne HH(EKINOHHOCTH HHBEIIMPOBAaHHBIX penapaTtoB BTM B nucThsix
¢ LAR compoBoxanocs nerpaganyeil BUpyCHbIX dacTuil. B mpobax u3 3THX JH-
CTBbEB HE OBUIO OOHAPYKEHO arperauyu WHbEIUPOBAHHBIX BUPHOHOB B OTIIMYHE OT
mpo0, koraa npenapat BTM cMmemmBany ¢ roMoreHaTaMu JIMCTHEB MM MHBEIIHPO-
BaJIM B 3710pOBbIe JTUCThA. Cpasy mociie MHbEKIUU cycneH3nn gactull BTM B mex-
KJIETOYHOE MPOCTPAHCTBO MEKHEKPO3HOW TKAHU CHMIKAJIOCh COZAEpkKAHHWE arperu-
POBAHHBIX YAaCTHUI[ U YaCTHUI] MOAAIBLHON JUIMHBL, a CofiepKaHHe JacTull kopode 270
HM yBeJn4rBanock. Eciu mpoObl Beicekany yepes3 24 4 nociie MHbEeKINH, TO Jerpa-
Jlalysl THBEIMPOBAaHHBIX BUPYCHBIX YaCTHIL ObLIa elle 3HauuTeIbHeH (Tabmn. 7.6).
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Tabnuuya 7.6
Pacnipenenenue yactun BTM pa3Hol AJTMHBI B TOMOTEHATax JIMCThEB PacTeHUH Tabaka
copra Kcantu vk ¢ LAR (1o ManunoBckomy, BapdosomeeBoid, myOniKyercs: BliepBbie)

Bpewms KonnuecTBo vacTu, % K KOHTPOIIO
BapuanT omnbita
WHKYOanuH, 1 <270 M 270 - 330 aMm > 330 HM
I - 100 100 100
II 0 91+6 75+7 134+7
1 0 56+7 43+ 6 201 £8
24 164+ 6 48+ 5 88 £7
v 0 188+ 8 52+6 60=£9
24 221+£6 45+7 34+5
A% 0 87+ 8 98 +5 115+8
VI 0 160 + 6 56+9 84+6
24 23447 55+5 11+6
IIpumeuanue. BTM unbenupoBanu uepe3 7 CyT HOCIE 3apaKEHUs JIMCTbEB. BapuaHTbI

ombita: I — ncxonusiii npenapar BTM (konTpois), II — BTM cMemmnBamy ¢ romoreHaToM
MIPeIBAPUTEIBHO 3aMOPOKCHHBIX JIMCTHEB 3/I0POBBIX pacTeHHH Tabaka copra KcaHTH HK,
III — BTM nnbenupoBanu B JUCTbS 340POBbIX pacTeHU, [V — HEMHbEIMPOBAHHbIE HE-
KPOTH3UPOBAHHBIE JIMCThsI (BBICEUKH U3 OKOJOHEKPO3HOW TKAHU HA PAcCTOSHHUHU 1-3 MM
oT Hekpo3a), V — BTM cmemmBany ¢ roMOreHaToM 3aMOPO’KEHHBIX BhICEUEK BapuaHTa [V,
VI — uHbenMpOBaHHbIE HEKPOTU3MPOBAHHBIC JINCTHS (BBICEUKH KakK y BapuanTa [V).

Tabnuya 7.7
WH(peKImoHHOCTh TOMOTEHATOB JINCTHEB pacTeHuH Tabaka copra Kcantn Hk ¢ SAR,
unbennpoBanHbix BTM, % k kouTpoio (1o Manunosckomy, Bapgoiomeesoid,
yOJIMKYETCsI BIIEPBBIC)

Konnenrparus
BTM B unokymome Bpewms nociie unbexuuu, 4
IPH TEPBUYHOM
3apakeHUH, MKT/MJI 0 24 48
0 72+£6 46 £ 6 33+£5
1 69+5 44 £ 5 35+4
10 61 +4 39£5 27+5
100 55£5 315 21£5

Ilpumeuanue. B xauecTBe KOHTPOJIS UCOIb30BaAIN UCXOAHBIN npenapar BTM, cMmemanHbli
C TOMOTECHATOM IIPEJBAPUTEIHHO 3aMOPOKECHHBIX JINCTHEB 3/I0POBBIX PACTEHHI Tabaka co-
pra Kcantu HK. [Ipn nepBUYHOM 3apakeHUH PACTCHUH MHOKYIMPOBAIH JTUCThS HUKHETO
u cpeanero sipycoB. Cycnensuro yactun BTM (konnenTparys 1 Mr/mir) MHbEIIMPOBAJIH B
BEPXHHE JIUCThS uepe3 7 cyT Mocie 3apakeHHsI HUXKEPACHIOJI0KEHHBIX JTUCThEB.



148 B.A. MAJIMHOBCKUN

Tabnuya 7.8
WH(peKImoHHOCT TOMOTEHATOB JINCTHEB pacTeHuH Tabaka copra Kcantu Hk ¢ SAR,
MOJIyYEeHHBIX Uepe3 pasHoe BpeMs Mocie HHbEKINH cycneH3nn yactull BTM, % k
KoHTpoIII0 (10 ManmmaoBckomy, BapdonomeeBoid, myOnuKyeTcst BIiepBbIe)

Bpewms nocne nabekuuy, 4
Bapuant 0 24 48
OITbITa
3cyT 7 cyT 3cyT 7 cyT 3cyr 7 cyT
I 72+6 - 46+ 6 - 33+5 -
I 57+5 45+5 30+5 19+4 21+6 16 £6
111 63+4 55+5 38+6 31+5 29+4 21+5

Ipumeuanue. B xauecTBe KOHTPOJIS UCIONb30BAIN UCXOAHBIN npenapar BTM, cMmemanHbIi
C TOMOTCHATOM IIPEJBAPUTEIHLHO 3aMOPOKECHHBIX JINCTHEB 3/I0POBBIX PACTEHHI Tabaka co-
pra Kcantu HK. OnbITHBIE TUCTHA 3apaxkaiu cycrneHsueidl yactun BTM (koHumeHTparus
100 mkr/mir) uepes 3 cyt u 7 cyt. BapuanTsl onbiTa: | - HHBEMPOBAHHBIC JIUCTHS 3710PO-
BbIX pacTeHui, II - 3apaxanu nonoBuHky nucta, a BTM unbenupoBany B He3apaXeHHYIO
oJIOBUHKY jucTa, I1I - 3apaxkanu nMcThs HUXKHETO U CpeHEro sipycoB, a BTM unbeuupo-
BQJIN B BEPXHUE JIMCTHSL.

AHaJIOTHYHBIE PE3yJIbTaThl OBUIM MOJIYYEHBI B OMNBITaX C HE3apPaKCHHBIMHU
mucThsiME ¢ SAR. B 3THX mHCTRAX HHPEKITMOHHOCTh HHBEIIMPOBAHHBIX CYCITEH3NUH
gactuil BTM cHmxanace ObIcTpee, 4eM B JINCThSX 3I0POBBIX pacTeHnid. CKOpOCTh
YMEHBIIECHUs] HHPEKIHMOHHOCTH ObUIa HpONOpLHOHanbHa KoHUeHTpauun BTM B
HMHOKYJIIOME IIPH MHAYLHUPYIOLIEM 3apaXeHUH U BPEMEHH, IPOLIEAIIETO OT 3apaxke-
HUS HIDKEPACITONIOKEHHBIX JINCTHEB JI0 HHBEKINHU NCTheB ¢ SAR (Tabdm. 7.7 u 7.8).

CHmxeHne WH(PEKIIMOHHOCTH MHBEIMPOBAHHBIX cycrnen3uit yactun BTM B
He3apaXeHHBIX JIMCTHIX ¢ SAR compoBoxgaoch H3MEHEHHEM pa3MepoB JyacTull. B
orinuue ot JucTheB ¢ LAR B mucThsax ¢ SAR cpasy nocie nHBbEKINH NPOUCXOAMIIA
arperanys BAPHOHOB, a COACPKaHUE YaCTHIl MOJAIbHON JUTMHBI M KOPOTKHUX YaCTHIL
CHMXaJIoCch. B npouecce nHKyOany HHbELUPOBAHHBIX JIMCTHEB COJCPIKaHUE arpe-
TMPOBAaHHBIX YaCTHUL] YMEHBIIAIOCHh M YBEIMYMBAJIOCH KOJMYECTBO YaCTHUL AJTMHOM
1o 270 am. docroBepusie (P = 0,95) paznuuus mexay npodamu u3 muctheB SAR
U JMCTHEB 3[J0POBBIX PACTCHUH ObUIN BBISBICHBI TOJIBKO uepe3 48 4 MHKyOauuu: B
podax n3 nuctheB ¢ SAR ObIIO BhILIE COAEp)KaHNE KOPOTKUX YAaCTHLl U IPUMEPHO
B JIBa pa3a MEHbIIIE arperupoBaHHBIX YacTuil (Tadim. 7.9).

Takum 00pa3zoM, B JINCTHIX CBEPXUYBCTBUTEIBHBIX PACTCHUI Tabaka copTa
Kcantu HK ¢ npuoOpeTeHHON yCTOWYMBOCTBIO MTOBBIIIANIACH 3AIIUTHAS AKTUBHOCTD
arnoIIacTa, 4To BeIpaXajaoch B Oosiee OBICTPOM IO CPAaBHEHMIO C JIUCTBSIMH 340PO-
BBIX PACTeHHMI CHIKCHHH MH()EKIIMOHHOCTH 1 pazMepoB yactuil BTM, nabenupo-
BaHHBIX B MEKKJIETOUHOE IPOCTPAHCTBO JIUCThEB. B nncThax ¢ LAR st nponeccsr
IIPOMCXOMIIN 3HAUUTEIBHO OBICTpPEE, UYEM B He3apakeHHbIX JINCTHAX ¢ SAR. B mpo-
0ax u3 nmuctbeB ¢ LAR He Obuta oOHapy)keHa arperanusi HHbEIMPOBAaHHBIX BUPHO-
HOB. BeposiTHo, oHa mpoucxoauia oueHs ObIcTpo. Ha BO3MOXXHOCTB arperaiuu Bu-
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PYCHBIX YacTHIl B TUCThsIX ¢ LAR ykasbiBaeT HEOONbIIOE TOBBIICHUE COCPIKAHUS
arperaroB B npoOax Ipu cMemurBaHuu npenaparoB BTM ¢ romorenaramu npesa-
PHUTENBHO 3aMOPOKEHHBIX BBICEUEK U3 MEKHEKPO3HON TKaHM JUCcTheB ¢ LAR.

Tabnuuya 7.9

Pacnpenenenue yactuin BTM pa3Hol ATMHBI B TOMOTEHATax JINCThEB PacTeHUH Tabaka
copra Kcantu uk ¢ SAR (o Manunosckomy, BapdonomeeBoid, myOnukyercs BiepBbIe)

Bpewms KonuvecTtBo yactuil, % K KOHTPOIIO
BapuanT omnbiTa
MHKYOAIWH, 4 <270 um 270 - 330 am > 330 um
1 100 100 100
11 0 102+5 76 +£7 122 +7
0 60+6 49+ 5 191+5
111 24 154+ 6 48 £4 98+6
48 172+5 43+ 6 85+4
v 0 91 +4 765 133+5
0 T5+6 51+5 174+ 6
\% 24 169 £ 6 59+6 72+5
48 219+4 38+ 7 43+6

Ilpumeuanue. JINCTbsI HUKHETO U CPEJHETO SAPYCOB 3apakaiu cycnensueil yactuy BTM
(xormenTpanus 100 mxr/mi). Yepes 7 ¢yt cycnensuto yactury BTM (konnentpamnus | mr/
MJI) HHBEIIMPOBAINA B BEPXHUE JIMCThs. BapuanTtel ombita: I - ucxomubii npenapatr BTM
(xoHTpOMB), II - BTM cMmemuBanu ¢ roMOreHaToM MpeABAPUTENBHO 3aMOPOXKEHHBIX JIH-
cTheB 370poBbIX pactenuil, III - BTM nnbenupoBain B JUCThS 310POBBIX pacTeHui, [V
- BTM cmemmBanu ¢ roMOreHaToM MpeaBapUTEIbHO 3aMOPOXKEHHBIX JINCThEB ¢ SAR, V
- BTM unbenupoBanu B aUcThbst ¢ SAR.

7.4. HakonneHne BMPYCOB B NIUCTbSAX C NPMOGpeTeHHOMN

yCTOMYMNBOCTbLIO

YMeHbIIIeHNE YHCIia U pa3MepoB “BTOPUIHBIX HEKPO30B B IMIEPBUYHO 3apa-
JKEHHBIX JINCTHAX (yciaoBHO: TUCThI ¢ LAR) u mucthsax ¢ SAR yka3piBaeT Ha BO3-
MOYKHOCTH YTHETEHHUSI PENPOIYKIINH BUPYCa B YCTOWYMBBIX JUCThAX. OHAKO AaH-
HBIE TI0 HAKOTUIEHUIO BUPYCOB B 3TUX JIUCTHAX MIPOTHBOPEUNBHL. bBIsIo 00HApyKeHO,
YTO COZIep’KaHue BHPYCa B JINCTHSIX C MPHOOPETEHHON YCTOWIMBOCTBIO MOXKET OBITh
menbine [Ross, 1966; Stein et al., 1985; Kosanenxo, 1985, 1988] wim He MeHATHCSA
10 CpaBHEHHIO ¢ KOHTposieM [Balazs et al., 1977b; Fraser, 1979; Sziraki et al., 1980;
Coutts, Wagih, 1983; Pennazio, Roggero, 1991]. B Hammx ombITax HaKOIICHUE
BTM B nmucthsix pactenuit Tabaka copta Kcantn vk ¢ LAR 1 SAR 065110 IOTaBICHO
110 CPaBHEHUIO C TIEPBUTHO 3apaKCHHBIMH JTUCThIMU. O Hakoriennn BTM cymm-
T TI0 cofeprkanuto Karcunaoro 6enka BTM n nndexmmmonroctr mpod (BeICEUeK
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U3 JTUCTHEB M M30JIMPOBAHHBIX NpoToriacToB). CTeneHb yrHeTeHus Obljia Ipornop-
LMOHaJIbHA KOHLeHTpaunu BTM B nHOKymoMe Iipy MepBOM 3apa’keHUM PacTEHUI
1 BpEMEHH MEXIy TEepBOi 1 BTOPOH MHOKYIsimusIMH [ManuHoBckuid, 1998], (Tabm.
7.10).

Tabnuya 7.10
Coneprxanne Karcuaaoro 6emka BTM B mpo6ax U3 IHCThEB pacTeHU Tabaka copTa
Kcantu HK ¢ SAR, % K xoHTpOII0 (110 MannHoBckomy, CubupsikoBoit, Cellerkoi,
yOJIMKYETCsI BIIEPBBIE)

Konnentpanus BTM . .

B HHOKYJIIOME [PU Bpems Mexay nepBoi 1 BTOpOil HHOKYJISILUSIMH, CYT

TIEPBOM 3apaKCHUU,
0,01 97+ 6 103 +4 89+6 86+ 6 79+7
0,1 106+ 6 100 £5 82+5 73+6 70+ 5
1,0 93+5 95+7 78 +7 58+5 61 +6
10,0 97+ 6 83+6 64 +5 49+ 4 40+ 6
100,0 92+7 86 L5 30+4 37+5 32+4

Ilpumeuanue. B xadecTBe KOHTPOJIS HCHOJIB30BANIM IPEIBAPUTEILHO HEUHOKYIMPOBAH-
Hble pacTteHus. [Ipu mepBuuHOW MHOKymsMM 3apakann JucTbs I-III sipycoB (orcuer
cHm3y). [Ipu Bropoif MHOKYISIIKUK 3apakaiu JHCThs [V spyca cycrnensueit yactuny BTM
(xormenTpanus 1 mxr/mi). Conepkanue xarcuaHoro 6enxxa BTM ompenensnn mMMyHO-
(hepMEHTHBIM aHAITU30M.

HaxkonuieHre WHQEKIIMOHHOCTH WHTHOWPOBAIOCH B H30JIMPOBAHHBIX MPOTO-
IJIacTax ¢ HEM3MEHEHHBIM (ITPOTOILIACTHI U3 TUCTHEB ¢ SAR) 1 yBeTMUeHHBIM (TIpO-
Torutactel U3 JUcTheB ¢ LAR) ypoBuem moriomenus “C-BTM [ManuHOBCKHi U
ap., 1988] (tabu. 7.11).

Tabnuuya 7.11
Haxorurenune nagexmmonHoro BTM B mpoToruiactax u3 JTUCThEB pacTeHUN Tabaka
copta KcanTtn HK ¢ SAR, N30MMpOBaHHBIX Yepe3 pa3HOe BpeMs IOCIe HHIYyIHPYIOMIeH
WHOKYJISIIMH HIDKHUX JINCTHEB U 3apaxkeHHBIX BTM mocie m3ommupoBanus (1o
Manunosckomy, Bapdonomeesoii, Ceselkoii, myOnukyeTcs BIepBble)

Bpems or MmomenTa
WHOKYJISIIMH HHXKHUX JINCTHEB
YU 1 3 7 14 21 28
JI0 BBIJICJIEHUS IPOTOILIACTOB
u3 mucTheB ¢ SAR, cyT

Mugerimonrocts 103+6 | 74+5 | 59+6 | 48+6 | 40+5 | 43+6
MpOTOIJIaACTOB, % K KOHTPOJIIO

[Ipumeuanue. Jluctesa I — III spycoB (oTcuer cHU3y) 3apaxkanu cycnensueit yactun BTM ¢
koHIeHTparuei 100 Mkr/mi. B kauecTBe KOHTPOJIS HCIIOIB30BAJIM IIPOTOILIACTBI, U30JIHU-
POBaHHbIE U3 JIUCTHEB 3[JOPOBBIX PACTEHUH.
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OnHOI 13 MPUYUH TOHMKEHHOTO 110 CPAaBHEHHIO C KOHTPOJIBHBIMU PACTEHHUSI-
MU cogepkanusi BTM B IHCTBSIX ¢ IPHOOPETEHHON YCTOMYMBOCTBIO SIBISIETCS Ha-
KOIUIGHUE BUPYCHBIX MHIMOUTOPOB. Tak, TOMOI'€HAThI BBICEUEK U MPOTOIJIACTOB M3
He3apaXeHHBIX JHCTheB ¢ SAR 3HauMTENsHO MHTHOMpOBanu pazMHokeHne BTM.
Wurnbupyiomas akTHBHOCTb TOMOT€HATOB ObLIa MPOMOPIMOHATIbHA KOHIICHTPAL[H
BTM B uHOKyNOME NpU UHAYLUPYIOIIEM 3apAKECHUU PACTEHUN U yBEIUYHUBAIACH
OJTHOBpeMeHHO ¢ pa3ButueM SAR [ManunoBckuit u ap., 1988].

B nucTeax ¢ mpuoOpeTeHHOH YCTOMYMBOCTBIO OOJNBIIE MOJABISIICS TPaHC-
MOPT BUpYca, 4eM ero penpoaykuus. O0 3TOM CBHIECTEIbCTBYET yBEIHMUCHHE C pa3-
BUTHEM NPUOOPETEHHON YCTOMYMBOCTH YAETbHON WH(EKIMOHHOCTU BBICEUCK W3
nmuctbeB ¢ LAR u SAR, paccuntanHOlN Ha eMHUILY IO IH HEKPOTU3UPOBAHHOMN
Tkanu [ManuHoBckui, 1998].

7.5. BnusiHne gekanutauum pacteHun Ha pasutue SAR

JHexanurauus (ynajieHue BEpXYLIKHM pacTeHus) yruerana pasButue SAR B
JUCTBAX OONBHBIX pacTeHHH Tabaka copta KcaHTn HK M mpoTomacrax, U30JIHpO-
BaHHBIX U3 3TUX JIICTHEB. JTO yTHETEHUE BBIPAXKAIOCh B TOM, YTO IIPEABAPUTEIIbHAS
MHOKYJISIIMSL HUKEPACIIOJIOKEHHBIX JIMCTHEB HE OKa3blBajla OTPULATEIBHOTO BIIUS-
HUs Ha 00pa3oBaHue “BTOPUYHBIX HEKPO30B M HakoruieHue BTM B TeueHne Bcero
BPEMEHH OIIbITA. AHAJIOTHYHBIC PE3YJIbTAThl ObUIH MOTY4EHBI B ONBITAX C ACKAIUTHU-
POBaHHBIMH PACTEHUSIMH, Y KOTOPBIX NPEIBAPUTEIbHO 3apakal JIUCTbSI BEPXHHUX
SPycoOB, a 00pa3oBaHHE «BTOPUYHBIX)» HEKPO30B U HAKOMJICHHE MH()EKLIHUOHHOIO
BTM wu3yuanu y HUKHUX JIUCTheB [ManuHoBCcKui u ap., 2002].

Kak Ob110 nokaszano B npeasiaymieM paszene, SAR nposBisiiack B IpoToIuia-
CTax, M30JIMPOBAHHBIX U3 YCTOWYMBBIX JIMCTHEB LENIBIX PACTEHHUI, U BbIpa)kajach
B yraereHun pernpoxaykimu BTM. Jlexanuranus pacTeHUi BbI3bIBaja HEOOIBIIOE
CHMKEHHUE HakoruieHus nHpexkunonHoro BTM B npoTomiiactax, M30JIMpOBaHHBIX U3
BEPXHHX JIMCTHEB 3I0POBBIX PACTEHHH M MHOKYJIMPOBAHHBIX IOCIE BblACICHUS. B
OTJIMYHKE OT LIEJIBIX PACTEHUH Y IeKaIUTUPOBAHHBIX PACTEHUI peABapUTeNIbHOE (32
3-28 cyT 110 BBIAEICHUS IPOTOILUIACTOB) 3apaKEHUE HUYKEPACIIONIOKEHHBIX JINCTHEB
He BIUsUI0 Ha penponykuuio BTM B npoTtoruiactax U3 BEpXHHUX JINCTHEB, HHOKYIIU-
POBaHHBIX TOCJIE H30IMpOBaHus [ManuHoBckuid u ap., 2002].

Bo3moxHO, 4TO ynajneHue BEepXyLIKH KaK aTTparupyromero HeHTpa npersr-
CTBOBAJIO TPAHCIIOPTY B BEPXHUE JINCThS aCCUMUIIATOB U BELIECTB, 00pa3yIOLINXCs
B NEPBUYHO 3apa’KCHHBIX JIMCTBAX M OTBETCTBEHHBIX 3a pa3Butue SAR B Hezapa-
JKEHHBIX 4acTax pacreHus [Ross, 1966]. OOpaboTka BEpXHHUX JINCTHEB KHHETHHOM,
KOTOPBIU SIBJISIETCA MAJIONOABUAKHBIM, HO CUJIbHBIM aTTpakTaHToM [Kynaesa, 1973],
JOJKHA ObUIA CHATH yTHETAIoLee ACHCTBUE AeKaUTaluK Ha pa3Butue SAR.

OnprICKUBaHKUE PACTBOPAMM KMHETHHA JINCTHEB LIEJIBIX 310POBBIX PACTCHUM
1o ux 3apaxenuss BTM nocroepHo (crenenp BeposTHocTH P = 0,95) BbI3bIBana
YMEHBILECHUE YHCIIa U pa3MEpPOB HEKPO30B, a TAKKE YTHETCHUE PENPOAYKLHH BU-



152 B.A. MAJIMHOBCKUN

pyca. O6paboTka KHHETHHOM CYIIECTBEHHO HE BIIHsIa HA 00pa30BaHHE HEKPO30B U
HakorieHne BTM B nmucthsax ¢ SAR U B BEpXHUX JIUCTBSIX AEKAMUTHPOBAHHBIX pac-
TEHHI, Y KOTOPBIX MPEABAPUTENBLHO OBLIM 3apaskeHbl HIKHHE JUCThs [ MaluHOB-
ckuit, 1998]. JloGaBnenne KMHETHHA B MHKYOAIIMOHHYIO Cpey JAJsl KyIbTHBHPOBa-
HUS IPOTOIJIACTOB, H30JIMPOBAHHBIX U3 IUCTHEB LIENbIX 3I0POBBIX pacTeHH TabaKka
coproB CamcyH (qyBcTBHUTENbHBIN X035MH BTM) 1 KcanTtu HK (CBepXuyBCTBUTEIb-
HbIH X035MH BTM) 1 3apakeHHBIX 1TOCJIE BBIJICJIEHUS, MPUBOANIIO K 3HAYUTEIbHO-
My YTHETEHHIO PENpOAYKIMHU BHpyca B MpoToruiacTax oboux copros (Tadm. 7.12).

Tabnuya 7.12
Binsnne kunernna Ha HakorieHue BTM B poromnactax, M30JMpOBaHHBIX U3
JIUCTHEB 370POBBIX pacTeHui Tabaka coproB CaMmcyH u KcaHTH HK U 3apa)KEHHBIX 1TOCIIE
BbIIeNIEHUS, %0 K KOHTPOJIIO
(o ManunaoBckomy, Cenerkoii, [Tucenkoii, myOnuKyeTcs BICPBEIC)

KoHueHTpanus KuHeTHHa [TpororutacTel U3 pacteHni Tadbaka
B MHKYOalmoHHOI1 cpere,
MKT/MIT Coprt CamcyH Copr Kcantu Hk
0 100 100
0,01 88+5 91 +4
0,1 117+6 109+ 6
1,0 93+6 88+ 6
10,0 69+5 58+6
100,0 43+6 54+7

IIpumeuanue. IIpoTonnacTel H30IUPOBAIH U3 THUCTHEB [V spyca (0TCueT CHHU3Y) U MHKYOU-
poBajy Mocie 3apakeHus B TeueHue 24 u.

OpnHako KMHETHH HE BIUSI Ha HakorwieHune BTM B mpoToriacTax, H30IMpOBaHHBIX
13 MUcTheB ¢ SAR 1ebIX pacTeHUH U JTUCTHEB 3/10POBBIX U OOIBHBIX JEKAITUTHPO-
BaHHBIX pacTeHuii (Tadm. 7.13).

Tabnuuya 7.13
Biinsinue kuneruna Ha HakomieHue BTM B mporomactax, H30JMpOBaHHBIX U3 JIUCThEB [V
sipyca IeTbIX U IeKanUTHPOBAaHHBIX pacTeHH Tabaka copra KcaHTH HK 1 3apa)KeHHBIX B
YCIOBUSX in Vitro, % K KOHTPOIIIO
(o Manunosckomy, Cenenkoit, [Tucenkoii, myOmuKyercs: BiiepBbie)

KonueHTpanus knHeTuHA Ilerble pacTeH s JleKannTupoBaHHbIC
B HKYOAIlMOHHOM cperie, pacTeHust
MKT/MIT Boxa BTM Boxa BIM
0 100 54+5 78 +7 90+ 6
100 65+6 51+6 85+ 6 95+ 6

Tlpumeuanue. Cm. 0603Ha"ueHUs K Tadm. 7.12.
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JluteparypHbie JJaHHBIC TIO BIHMSHUIO ITATOKHHUHOB Ha 00pa30BaHHUE HEKPO-
30B U pa3MHOKCHUE BUPYCOB MPOTUBOPEUUBEI, 2 MEXaHU3M JICHCTBUS ATUX (PUTOTOP-
MOHOB Ha pa3MHOKEHHE BUPYCOB IOKa He n3BecTeH. Coo0Ianocs, 4To 00paboTKa
KUHETHHOM U APYTUMU HUTOKUHUHAMU TMPUBOAMIIA K YMEHBIICHHUIO YHUCIIA U pa3Me-
POB HEKpO30B M WHTHOMpOBana Hakomienne Bupycos [Kiraly, Pozsar, 1964; Kiraly,
Szirmai, 1964; Opel, 1964; Selman, 1964; Chalcroft, Matthews, 1967; Mukherjee
et al., 1967; Kiraly et al., 1968; Kamnan u np., 1988; Clarke et al., 1998, 2000]. Ha
pacrenusix D. stramonium, nopaxxeHHbIXx BTM, OblJI0 TIOKa3aHO, YTO MOAABICHHUE
00pa3zoBaHusl HEKPO30B U pasMHokeHHss BTM kuHeTnHOM mponcxoamio Ha (one
CTUMYJIALIMU KJIETOYHOTO METabolu3Ma, O 4YeM CBHCTEIbCTBOBAJIO YBEIUUCHHE
KOHIEHTPALlMU CBOOOAHBIX panukanoB [PeyHoB u np., 1976]. Beiio BBIIBIECHO H
CTUMYJHpYIOILee JeHCTBIEe 00pab0TKH KHHETHHOM Ha 00pa3oBaHME HEKPO30B U Ha-
xoruieHue Bupyca [Daft, 1963]. [1o nanneim E. Banama c coasr. [Balazs et al., 1976,
1977b] KMHETUH yMEHBIIIA HEKPO3bI JI0 OJMHOYHBIX HEKPOTH3UPOBAHHBIX KJIETOK,
HO HE BJIHMSJI Ha WH(EKIIMOHHOCTH JINCTOBBIX BHICCUCK.

Bo3M0XHO, TPOTUBOPEUUBBIC PE3yabTaThl O BIMSHUW [IUTOKMHUHOB Ha 00-
pa3oBaHKe HEKPO30B U Pa3MHOXKECHUE BUPYCOB OOYCIIOBICHBI Pa3HBIMU OOBEKTaMHU
U HEOIMHAKOBBIMH YCIOBUSIMU OMBITOB. Tak, IIUTOKMHUHBI YTHETAIN HAKOIICHUE
nHpeknnonHoro BTM B kynbrype TKaHU Tabaka U He BJIMSUIM Ha 00pa3oBaHHE HE-
Kpo30B B JIMCThIX (pacomu copra [Iunto [Milo, Srivastava, 1969]. 1o narnuem T.H.
Mycopok ¢ coaBT. [Mycopok u ap., 1976] kuHeTUH NpU HU3KUX KOHIECHTPALMIX
CTUMYIIUpOBaI pernpoaykiuo BTM B 1ucThiX Tabaka, HO MHTHOUPOBAJ €€ MPH BbI-
COKHUX KOHIEHTPAILHIX.

B namux omnbITax ONpHICKMBAHHUE JTIUCTHEB IEIBIX 3A0POBBIX PACTEHUHN pac-
TBOpaMU KUHETHHA BBI3BIBAJIO CHUKCHHUE COMACPKAHUSI HEKPO30B HA CAMHMUILY TLIO-
LIa1 JINCTOBOM MOBEPXHOCTH U UX pa3mepoB. HrnbupoBaHnue HEKpo3000pa3oBa-
HUS KHHETHMHOM COIPOBOXKAAIOCH MofaBieHueM penpoaykiuu BTM. B nuctbsx
¢ SAR ¥ B BepXHHX JUCThSIX OOJIbHBIX JIEKATUTUPOBAHHBIX PACTCHUN KUHETHH HE
BIIMSUT HA YUCJIO M pa3Mephbl HEKPO30B U HakoruieHue nHpeknuonHoro BTM [Ma-
nuHOBckwiA, 1998]. CrenoBareibHO, 00pabOTKa JIMCTHEB JCKAIIUTUPOBAHHBIX pac-
TEHUH KUHETUHOM HE MPUBEJNIA K Pa3BUTHIO B 3TUX JUCThAX SAR, HHruOupoBaHHOH
JIeKanuTalue pacTeHU.

Takum 00pa3zom, yaalleHue BepXyIIKH cTeOs yrHeTano pa3sutue SAR B ju-
CThSIX CBEPXUYBCTBHUTEIIBHBIX PACTEHUI Ta0aKa v B MIPOTOILIACTAX, U30JIMPOBAHHBIX
U3 JIUCTHEB 3TUX pacTeHuid. OAHON 13 mpuyuH yrHeTeHus: SAR B BepXHUX JTHUCTHSIX
OOJIBHBIX JCKAMMUTUPOBAHHBIX PACTEHUH MOIVIO OBITH TO, YTO YIAJICHUE BEPXYIIKH
CTeOJIs KaK aTTParupyoIIEro IEHTpa OTPUIIATEIIBHO CKa3bIBACTCS HA MOCTYIJICHHE B
BEPXHHE JIMCThsI BELIECTB, 00Pa3yIONIUXCS B IEPBUYHO 3apaKEHHBIX HEKPOTU3HPO-
BaHHBIX JIUCTHAX U OTBETCTBEHHBIX 3a pa3BuTue SAR. OnHako pe3ynbTaThl OMBITOB
C KHHETUHOM, a TaKXKe TO, UTO JEKalUTAlUs MoaBysiia pa3Bute SAR U B HIDKHUX
JIUCTBSIX PACTCHUH, Y KOTOPBIX MPEIBAPUTEIIEHO OBUTH 3aPaXKCHBI BEPXHUE JTUCThS,



154 B.A. MAJIMHOBCKUN

CBUACTCIBLCTBYIOT O TOM, UYTO BJIUAHUC JCKAIIUTAllUU HA SAR 00BICHSAETCS HHBIMH
HCEU3BCCTHBIMU IMPUYHNHAMMU.

7.6. OK30reHHble MHAYKTOPbI YCTOMYUBOCTHU

YCcTOWYMBOCTh MOXKET BBI3BIBATHCS HE TOJBKO MATOT€HAMH, HO M PA3JIMYHbI-
MU BemecTBaMu. MHGuIbTpanys B IUCThs pacTBOpa ajabOyMHHA yrHeTansa oopaso-
BaHHE HEKPO30B, HHyIIUPOBaHHOE BHpycamu W Oaxtepusimu [Kirdly et al., 1970;
Hevesi, Kiraly, 1977]. O6pabotka pacrenuit N. glutinosa u D. stramonium 06e1KxomM
obomouku BTM 3a 4 cyT n0 3apakeHus 3tux pactennii BTM moBeimana ux ycTou-
gnBocTh K BTM, X-Bupycy kaproderns, HO He K BUPYCY OrypedHoi Mo3auku. beuro
YCTaHOBJICHO, YTO JieiicTBUE OejIKa 000IOUKN UMEET CUCTEMHBIN XapaKkTep U He CBS-
3aHO C HETOCPE/ICTBEHHBIM BinsiHUEM Ha Bupyc [Loebenstein, 1962; Loebenstein
et al., 1966]. AnanornyHble pe3yiabTaThl OBLIH MOJYUYEHBI B OMBITAX C PACTEHUSIMHU
(acomu [Hofferek, Proll, 1967].

Wubexmus B JIUCThA pacTeHWH Tabaka W D. stramonium CUHTETUYECKON
neycriupanbHoi PHK mrynmposana ux ycroitunBocts K BTM [Stein, Loebenstein,
1970; Kosanenko u ap., 1980]. BBeneHue B MEXKIETOUHOE MPOCTPAHCTBO JIUCTHEB
pacrenuii Tabaka apoxoxeBoit PHK 3a 3-20 cyt no 3apakenus BTM na 80-90 %
YMEHBILAJIO YHCJIO HEKPO30B, HO CYLIECTBEHHO HE BIMUIO HAa UX pa3Mmepsl. Jlei-
ctBue npoxoxeBod PHK wmHrnOmpoBamoch akTmHOMHIMHOM /[ M TypOMHUIIMHOM
[Gicherman, Loebenstein, 1968]. LAR u SAR x BTM unxynupoBainuch mpu UHb-
EKI1H B MEXKJIETOUHOE IIPOCTPAHCTBO JIMCThEB PacTeHUI Tabaka Bupyca (WU ero
PHK), mopaxatoriero rpud Penicillium funiculosum [boosips u np., 1974; Canos-
ckuii, KoBanenko, 1974]. O6paborka pacteHuii GUTHHOBOW KHUCIOTONH yMEHbIATA
YHCII0 HEKPO30B, 00pasyromuxcs nocie 3apaxenuss BTM, u BbI3biBana HaKkoIIEHUE
B PAaCTCHUSIX aHTUBUPYCHOTO (pakTOpa, KOTOPBIH MHIMOMPOBa 00pa3oBaHne HEKPO-
30B 1 HakoruieHne BTM [Maia, Morel, 1965; Maia, 1966].

Ha Gonpiryio posb KIETOYHBIX CTEHOK B Pa3BUTHHM yCTOWYHMBOCTU YKa3bIBa-
IOT OMBITHI, B KOTOPBIX OBUIO MTOKA3aHO, YTO MH(UIBTPAT U3 MEXKJIETOUYHOIO MPO-
CTpaHCTBA U IIpenapar YaCTUYHO NePEBAPEHHBIX LEJUII0Ia301 KJIETOYHBIX CTEHOK U3
JIMCTBEB ¢ HEKPO3aMU MHIMOMpOBaIM 00pa3oBaHUe HEKPO30B. B 3Tux mpemnaparax
npeo0Iiafany noaucaxapuasl U 0K, OblIM 0OHAPYKEHbI INIMKOIPOTEHHBI C M. M.
38,9 u 12,5 KJI [Wieringa-Brants, 1983; Modderman et al., 1985; Wieringa-Brants,
Dekker, 1987]. YcToWunBOCTh pacTeHH K BHPyCaM TOBBIIIAIN MHUKPOOHBIC TIO-
nmucaxapunsl [Kovalenko, 1987]. Beiio ycraHoBiIeHO, 9TO (hparMeHTHl YaCTHYHOTO
pacuienyieHus: poXCGKeBOro MaHHaHa, cocrosmue u3 6-10 MoHOCaxapuaHBIX 3Be-
HBbEB, 00J1a/1a]T aHTUBUPYCHBIM JieiicTBreM [ KoBanenko, Bacuibes, 1981], kotopoe
HCUe3al0 B pe3ysbTaTe pa3pyLICHUs CBSI3U MEXIy | M 2 aToMaMu yriepojaa MaH-
HOIIMPAHO3HOIO KoJblla nepuitogarom [Kosanenko u ap., 1984a]. IpoxxeBbie mo-
nucaxapuisl ObuH Oosiee 3¢ (eKTUBHBI TP 00pabOTKe CBEPXUYBCTBUTENBHBIX pac-
TEHUH, yeM uyBcTBUTENbHBIX [KoBaneHko u np., 1991]. Axkrunomuuus /[ u BeicoKas
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temneparypa (32° C), uHruOupyromme oopa3oBaHie JOKaIbHBIX HEKPO30B, HE BIIHUSI-
JIM HA aHTUBHPYCHYIO aKTUBHOCTh HEHTPAIbHBIX MAHHAHOB, HO YTHETAIU JICHCTBUE
aHMOHHBIX MaHHaHOB [KoBaseHko u ap., 1986]. O6paboTka CBEpX4yBCTBUTEIBHBIX
pacTeHui KUCIBIMUA TIMKOKOHBIOTaTaMH — MaHHAaHCYNb(aTaMu MHIYLUpPOBaIa HX
BHUPYCOYCTOMYMBOCTh U BBI3bIBaJia aHATOMHUYECKUE W OMOXUMHUYECKUE N3MEHEHUS,
noxoxwue Ha npouecchl pa3sutusi LAR [Kovalenko, 1987].

Wubekuusi moauakpuIoBOH KHCIOTHI B JIUCThsSI PACTEHUH, pearupyronux Ha
3apakeHrue BHpycaMHu 00pa30BaHMEM JIOKAJbHBIX HEKPO30B, BBI3bIBANA PAa3BHTHE
y 9THX PacTeHHH YCTOHYMBOCTH, KOTOpas MPOSIBISIACH B aKTUBAaLlMU cUHTE3a PR-
0CJIKOB, YMEHBIICHUN YHUCa “BTOPUYHBIX HEKPO30B, 00Opa3yIOMIMXCs MOCIHE TO-
BTOPHOTO 3apayKeHHUsI, WIIM UX pa3MepoB. AKTHHOMULIMH J| HHrnOupoBai neictue
nonuakpwiioBod kucnotel [Gianinazzi, Kassanis, 1974; Kassanis, White, 1974;
Gianinazzi, Martin, 1977; Casells et al., 1978; White, 1979; Antoniw, White, 1980;
White et al., 1983].

Boutn mpeanoxenst [Kessmann et al., 1994b] Tpu kpurepusi 11t OTHECEHUs
HCTIBITYEMOTO BeIllecTBa K akTuBaTtopy SAR: a) BemiecTBo niim ero OCHOBHOM MeTa-
OOJIUT HE JOIKHBI 00MaaTh MPSIMbIM aHTUIATOTEHHBIM JIeCTBUEM; 0) OHO JTOJKHO
HWHAYIHUPOBAaTh YCTOMYUBOCTH K TEM K€ MATOTEHaM, YTO U OMOJIOTUYECKUE WHAYK-
Topsl SAR; B) OHO IOJDKHO BBI3BIBATh SKCIPECCHIO TEX K€ MapKepHBIX reHOB SAR
(umerotcs B By reHbl PR-0enkoB [Métraux et al., 1989; Ward et al., 1991b; Uknes
et al., 1992]), yto u naroren. Pa3nuuHble BellecTBa, B TOM YUCIE CHIIMKOH, (hoC-
(atpl, 2-THOYpaLlWII, IOTHAKPHUIIOBAS KUCJIOTa, HYKJICHMHOBBIE KUCIOTHI, H3BECTHBIC
KaK MHIYKTOPBI YCTOHYNBOCTH, HE COOTBETCTBOBAJIH TIOJIHOCTHIO STHM KPUTECPHSIM
[Kessmann et al., 1994b]. CornacHo 3TUM KPUTEPHSIM TOJBKO CaTUIMIIOBAs U are-
TUJICATMLMIOBAS (aCIUPHH) KUCIIOTHI SIBISIIOTCS] HACTOSIIMME akTuBatopamMu SAR.
O6paboTka pacTeHUI HITUMH KUCIOTAaMH BbI3bIBaja HakoruieHne PR-0enkoB, uHrH-
OupoBaa penpoayKuuio U TpancnopT Bupycos [ White, 1979; Antoniw, White, 1980;
van Loon, Antoniw, 1982; White et al., 1983; Ohashi, Matsuoka, 1985a,b; Hooft van
Huijsduijnen et al., 1986b; Ward et al., 1991b; Yalpani et al., 1991; Lawton et al.,
1994; Conrath et al., 1995; Chivasa et al., 1997; Clarke et al., 1998, 2000]. bsuio
noka3ano [Kpacasuna u np., 2002], 4To caquIuiioBasl KUCIOTa CTUMYIUPYET 00-
pa3oBaHKe KaJUI03bl, KOTOpPasi OTPULIATENILHO BIHMSIET Ha MPOITYCKHYIO CIIOCOOHOCTD
I1a3MOJIECM M TeM caMbIM Onokupyet Tpancroptr BTM. BHecenne BoqHoOro pacTso-
pa canunuiara HaTpys B TIOUBY IPUBOJIUIIO K YTHETEHHUIO HAKOIIJICHUS U TPAHCTIOpTa
BUpYyca HeKpo3a Tabaka B pacTeHMsIX Tabaka copra White Burley, Ho He Biusiio Ha
YHCJIO JIOKAJIbHBIX HEKPO30B, HHAYILIMPOBAHHBIX 3TUM BHPYCOM, a TaKKe Ha HAKO-
IUIEHUE, TPAHCIIOPT U Pa3BUTHE CUMIITOMOB IIPH 3apaKEHUH HEKPOTHUECKUM LITaM-
MoM Y-Bupyca kaprodens [Pennazio et al., 1985].

2,6-TUXJTOPOM30HUKOTHHOBAS KUCIIOTA U €€ METHIIOBBIHN (pup ObLTH IEPBBIMU
CUHTETUYECCKUMH HacTosIuMu aktuBatopamu SAR [Lawton et al., 1994; Conrath et
al., 1995; Vernooij et al., 1995]. Ona uaayuupoBaia ycTOMYMBOCTb pacTeHHI Taba-
ka [Ward et al., 1991b], 4. thaliana [Uknes et al., 1992], caxapnotii cBexibl [ Nielsen
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et al., 1994], daconu [Dann, Deverall, 1995], po3sl [Hijwegen et al., 1996], sumenst
[Kogel et al., 1994; Wasternack et al., 1994] u puca [Schweizer et al., 1997b] k pa3-
JIMYHBIM matoreHaM. [lo3ke ObUIO co37aHO erie 0HO A((EKTUBHOE B aKTHBALIUU
SAR cuHTETHYECKOE BEINEeCTBO — S-METWIOBBIA 3pup O0enzo(1,2,3)ruaauaszon-7-
kapOoTuosioBoii kuciotkl [Friedrich et al., 1996; Gorlach et al., 1996; Lawton et
al., 1996]. Ot cunTeTHYECKUE BellecTBa BhI3bIBAIN SAR 1 HE OKa3bIBaIM MPSIMOTO
JICHCTBHS HA MMAaTOTeH B ycioBusx in vitro [Friedrich et al., 1996]. B pacrenusix ta-
Oaka, mieHulbl, 4. thaliana v pruca OHU MHIYLIIMPOBAJIM SKCIIPECCHUIO TEX JKE TCHOB
SAR, urto u caymiuiosas kuciora [Ward et al., 1991b; Uknes et al., 1992; Kogel et
al., 1994; Friedrich et al., 1996; Gorlach et al., 1996; Lawton et al., 1996; Schweizer
et al., 1997b]. OnHako B pacTeHUsIX caxapHOW CBEKJIbI M TUIIOKOTUJISIX OTYPIIOB 00-
paboTka 2,6-TUXJIOPU30OHUKOTHHOBON KHUCJIOTOW HE BIMSJIA HA MPOAYKLHUIO TaKHX
PR-Genkos, kak B-1,3 nirokanasel u xutrHa3bl [Nielsen et al., 1994; Siegrist et al.,
1994]. Bbuto mokazaHo, 4TO JEHCTBUE 3TOM KUCIIOTHI B PACTCHUSAX Tabaka HE 3aBU-
CUT OT CAJIMLIMIIOBOM KUCIIOTHI [ Vernooij et al., 1995]. [Ipennonaraercs [Schweizer
et al., 1997b], uTo OHa MOXET JICHCTBOBATh B PACTEHUSIX HA 0OJI€E MO3HUX dTArax
OJTHOTO M TOTO K€ CUTHAJIBHOTO ITyTH UHYKIIMU 3alIUTHBIX MEXaHU3MOB PacTCHUM,
YTO W CAJIMIWIOBAs KUCJIOTa. BO3MOXKHO, 2,6-ITUXJIOPOM30HUKOTHHOBAsI KHUCIOTa
AKTUBUPYET APYIOW CUTHAJIBHBIN IIyTh, HAIIPUMED, OKTaJAECKaHOU/HBIH, TI€ )KACMO-
HOBas KUCJIOTA sBIIsIeTCs TaBHBIM KoMoHeHToM [Creelman, Mullet, 1995; Doares
et al., 1995a], Tak kak 2,6-AMXJIOPOU30HUKOTUHOBASI KMCJIOTA UH/YIUPOBaJa 3HAUH-
TEJIbHOE TOBBIIICHUE aKTUBHOCTH (PEPMEHTA JIMIIOKCUI'CHA3bl U COJCPIKAHUSI CBO-
001HO#1 s)xacMOHOBOM KUCIIOTHI [Schweizer et al., 1997b].

7.7. OnpepeneHue (pyHKLMOHANbLHOW PONN BELLECTB,
obGpa3syrLmxcs B NepBUYHO 3apaXKeHHbIX NIMCTbAX
CBEpPXYYBCTBUTESIbHbIX pacTeHUN 1 BbidbiBawowmx SAR

PasButne SAR cBsizaHO ¢ pactipoCTpaHEHUEM TI0 PACTEHHUIO BEIECTB, 00pasy-
FOIIUXCS B IEPBUYHO 3apayKEHHBIX JIUCThSIX CBEPXIYBCTBUTEIBHBIX pacTeHui [Ross,
1966]. DToT BHIBOA OBLIT CENIaH HA OCHOBAHUH PE3YNBTATOB CIEAYIONINX OIMBITOB.
VYnaneHue mepBUYHO 3apPAXKEHHBIX JIMCTHEB WIIA 00pabOTKa UX YEPEUIKOB KHUIISIIEH
BOJIOM, COXPAHSAOIIAS CaM JIUCT B )KM3HECIIOCOOHOM COCTOSIHUH, HO MPHBOASIIAS
K TUOeTN TKaHEH YepelikoB, OJIOKUPOBAIN Pa3BUTHE MPHOOPETEHHON YCTOWYHBO-
CTH K TIOBTOPHOMY 3apa’kK€HUIO BUPYCOM B APYTHUX JIUCThIX. ECIu mocie 3apakeHust
HWKHHX JINCTHEB TIepepe3aii OCHOBHYIO JKHUJIKY BEPXHETO JINCTA, TO YCTOHYMBOCTh
HE pa3BHBAJIACh B YACTH JIMICTA, HAXOMAAIICHCS 3a cpe3oM. BeposTHO, JokambHas
MIPHOOpPETEHHAs YCTOWYMBOCTh TAK)KE BBI3BIBACTCS TPAHCIIOPTUPYIOIIUMUCS U3 HE-
KPOTH3HPYIOIIUXCS KIETOK BEMIeCTBaMH, HO B HACTOSIIEE BpeMs HET JTaHHBIX, ITOJI-
TBEPIKJAIOIINX 3TO MPEIIOTI0KEHHUE.

[Ipupona u MexaHU3MbI 00pa30BaHUA U ACUCTBUS TPAHCIIOPTHPYIOIINXCS Be-
IIECTB MMOKa He U3BECTHBI. He sICHO, TIOAaBISIOT I OHU HEMOCPEACTBEHHO TpaHC-
TIOPT ¥ PENPOIYKIIHIO BUPYCOB WIIH SIBIISIOTCS HHIYKTOpaMU 00pa30BaHNs BEIIECTB,
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uHrHoMpyromux 3ti npoueccsl. M. Yeccun [Chessin, 1982] mokasai, uro obmyde-
HUE yIbTPaQHUOIETOM JIMCTHEB CBEPXUYBCTBUTEIBHBIX pacTeHu ¢aconu yepes 24
4 rocse MHOKYSIMK ux BTM BBI3bIBao 3HaYUTENbHOE YBETUUEHUE Pa3MEpOB JIO-
KaJIbHBIX HEKPO30B, HO HE BIMIIO Ha pa3BuTHe SAR. OH mpeanonoxu, 4yTo Bele-
CTBa, OTBETCTBEHHBIC 3a pa3BuTHe SAR, oOpa3zyiorcs uepe3 244 mocie 3apakeHHs
WM U3 MEPBUYHO 3apaKEHHBIX JIUCTHEB TPAHCIIOPTHUPYETCS HE UYBCTBHUTEIBHBIIN
K JeHCTBUIO yabTpadroieTa HHIYKTOP, BBI3BIBAIOIINN CHHTE3 BEUIECTB, YyBCTBHU-
TENBHBIX K YIBTPa(QHOICTOBOMY OOIYUYECHHUIO W HEMOCPEICTBEHHO YYaCTBYIOIIUX B
JIOKaJIN3aluu BUpyca.

YToOBbl BBIICHUTH (DYHKIIUIO BEIIECTB, 00Pa3yIOIIUXCs B IEPBUYHO 3apakKeH-
HBIX JINCTBSIX M OTBETCTBEHHBIX 3a pa3BuTHe SAR, TO ecTh onpenenuTs ABISAIOTCS
JI OHU BUPYCHBIMU MHTHOMTOPaMHU MJIM HHAYKTOPaMHU UX 00pa3oBaHusl, HAMHU OBLIO
MIPOBEPEHO BIMSIHHE aKTHHOMUIIMHA J| M SKCTpeMabHBIX TEMIIEPaTyp Ha pa3BUTHE
SAR k BTM B nucthsx pactenuii Tabaka copra Kcantu k. Ecnm Tpancnoptupyror-
csl MHAYKTOpBI, TO SAR He OyneT mposIBISATHCS B JIUCTHSIX, HAXOIUBIINXCS B YCIIO-
BUSIX, HEOMArONPHUSITHBIX ISl CHHTE3a BUPYCHBIX HHTHOUTOPOB. Kpome Toro, Obiin
MIPOBEZICHBI OIBITHI C YYyBCTBUTEIBHBIMH U CBEPXUYBCTBUTEJIBHBIMHU TPUBOSMH,
MIPUBUTHIMH Ha CBEPXUyBCTBUTEIIbHBIC TIOIBOH. JIOTHKA SKCTIEPUMEHTOB ObLIA 37€Ch
TaKoBa: €CIM PACHpPOCTPAHSIOTCS MHAYKTOPBI, CIEUU(PUUHBIE TOJIBKO IS CBEPX-
YYBCTBUTEJIbHBIX PAaCTEHUH, TO NMPH BTOPUYHOM 3apa)kK€HUU PAcTEHUI TPAHCIOPT
n HakorieHne BTM B MUCTBSIX YyBCTBUTENBHBIX IPUBOEB HE JIOJKHBI YTHETATHCS.
AJBTepHATHBHBIC PE3YyNbTaThl OYAyT CBHJIETEILCTBOBATH IPOTHB MPEANIOIOKEHHS
o TpaHcrnopte HHAYKTOpoB SAR. SAR oneHnBanu no TakuM rnokasaTeinsM, Kak Ko-
JIMYECTBO U pa3Mephl “BTOPUUHBIX TETIJIOBBIX U JIOKAIBHBIX HEKPO30B, a TAKXKE Ha-
korutenue BTM B BepXHHUX (110 OTHOIICHHIO K MEPBUYHO 3apa’KeHHBIM) JIHCTBSIX H
MIPOTOILIACTAX, N30JIMPOBAHHBIX U3 3TUX JHCTHEB.

Wzmepenue noKaIbHBIX HEKPO30B U OIpeielieHne HHPEKIIMOHHOCTH BBICEYECK
13 BEPXHUX JIUCTHEB PACTEHHH, MHKYOUPOBAHHBIX MOCJIE TOBTOPHOTO 3apakKEHHS B
TeUeHHUe pa3Horo BpeMeHu npu 32° C, BEISIBUIIN CIEAYIONIYIO0 3aKOHOMEPHOCTD: YEM
JI0JIbIIIE PACTEHHS HAXOAWIUCH ITPH MOBBIIIIEHHOM TeMIepaType, TeM MEeHbIIE HHIY-
LUpYIOlIee 3apakeHNe HUKHUX JIMCTHEB BIMSJIO HA POCT HEKPO30B U HAKOIUIEHHE
BTM B BepxHUX JHCTBSIX. BbinepuBanue OOMbHBIX PacCTEHHW B YCIOBHAX AUQ-
(epeHIMaIBHON TeMIepaTypHOil 00paboTKH mociie 3apa)KeHUs] HIDKHHUX JICTHEB,
Korja Oonpluas yacTe pacTeHHs Haxofunach npu 25°C, a Bepxyuka npu 5° C, uH-
ruduposaio passurue SAR B BepxHux nucTbix. He Oblsio 0OHApyKeHO TOCTOBEp-
HBIX pa3IUunil MEXKAY BEPXHUMH JINCTHSIMU KOHTPOJIBHBIX U ONBITHBIX PACTEHUH 110
BCEM HUCCIICIOBAaHHBIM TOKa3aTessiM [ManuHoBckuii u ap., 19936].

Yenosust auddepeHnuanbHOi TeMneparypHoi 00paboTKu He TPEISITCTBYIOT
TPAHCIIOPTY B HAXOAMBILUECS MPU OHMKEHHONW TeMIIEpaType BEpPXHHE JIUCThS TO-
TEHIMAIbHO MHPEKIIMOHHOTO MaTepraa U3 HHKepacloIoKeHHbIX TUCcTheB [ [lopo-
x0B, 1985]. [ToaToMy MOXKHO MPENOI0KUTD, UTO U B HAIIMX OMNBITAX B BEPXHUE JIH-
CTbs, THKyOupoBaHHbIE 1pH 5° C, MOCTYyMaIy 3alIMTHHIE BEIIECTBA U3 IIEPBUYHO 3a-
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PaKEHHBIX JIUCTHEB, HO OHU HE MPOSIBIISIIIM CBOETO JICHCTBHUS MOCTIE IIOMELICHUS pac-
TEHUH B OOBIYHBIC YCIIOBUS Cpa3y MOCIE yIaJICHHsI IEPBUYHO 3aPaKCHHBIX JINCTHEB
U 3apa)KeHUs] BEPXHUX JIUCTHEB. ITO MOXKET OBITH CBSI3aHO C TEM, YTO 10 PACTEHHIO
PaCIpPOCTPaHSIOTCS HE BUPYCHBIC HHTHOUTOPBI, @ KOPOTKOXKUBYIITUE HHTYKTOPHI X
00pa3zoBaHus, He CIIOCOOHBIE (PYHKIIMOHMUPOBATH MPY TIOHIKEHHOM TeMIlepaType.

Wubekius OMauCcTUINTIMPOBAHHON BOJIBI B MEXKKIIETOYHOE IPOCTPAHCTBO BEPX-
HUX JIUCThEB pacTeHni Tabaka copra KcanTu HK uepes pasHoe BpeMsi oce 3apaxe-
Hust BTM HuKepacoyioKeHHBIX JTUCThEB HE BIIUsIIA HA YUCIIO U pa3Mephl “BTOPUY-
HBIX” HEKPO30B M MH()EKIMOHHOCTh Mpo0. MHbeKIMs pacTBOpa akTHHOMUITMHA []
HE CKa3bIBaJIach Ha KOJIMYECTBE HEKPO30B, HO BBI3BIBAJIA YBEIIMUCHHUE MX Pa3MEPOB
U cTuMynupoBaia HakoruieHne BTM B JIMCThSIX KOHTPOJILHBIX U ONIBITHBIX PACTEHU
[ManunoBckuit u nip., 1995]. Paznuuus B pasmMepax HEKpo30B U HH(DEKIIMOHHOCTH
po0 MEX/y ONBITHBIMU U KOHTPOJIBHBIMH PAaCTCHUSMHU, UHBECIIUPOBAHHBIMU Pac-
TBOpaMU aKTHHOMHUIIMHA [, ObTH HE3HAYUTEIIBHBI, €CIIU BEPXHUE JINCThS 3apaxalin
4yepe3 3 cyT Mocie MHOKYISIUH HUKEPACIONIOKEHHBIX JINCTHEB, HO CTAaHOBUIIUCH
JOCTOBEPHBIMHU (CTENEHb BEPOSTHOCTH, OIperelisieMas Ha OCHOBAHUH t-KpUTEPHS
Crrlonenra, paBHa 0,99) uepes 7 cyT. Takoe ke nelictBue akTuHoMulMHa [1 Ha j10-
KaJHM3aluIo ¥ PENPOAYKIHUIO BUpYca ObIJIO MOKa3aHo paHee ¢ UCIOIb30BaHUEM JIPY-
rux komOuHaimii Bupyc-pactenue [Loebenstein et al., 1969; Peynosa u np., 1973;
Coutts, Wagih, 1983; Reunova et al., 1973; KoBanenko u np., 1986; Koanenko,
1988; Reunova et al., 1988].

AxtuHOMUIMH J| cTuMynupoBan HakoruieHne nHdekunonHoro BTM B mpo-
TOIUIACTaX BCEX BAPHAHTOB, HO MH()EKIMOHHOCTh MPOTOILIACTOB, H30JIHMPOBAHHBIX
U3 JHMCTHEB 3/I0POBBIX PAacTeHMH, Obla OoJblle MH(OEKIHOHHOCTH MPOTOILIACTOB,
BBIJICICHHBIX U3 TUCThEB ¢ SAR [ManunoBckuii u ap., 1995].

Takum 00pa3oM, aKTHHOMHIIMH ]| MPEmsITCTBOBAJ YTHETCHHIO TPAHCIIOPTa
u penpoaykiu BTM B BepXHUX JTUCTBsIX, 00YCIOBICHHOMY 3apa)KeHUEM HUKHUX
JIUCTHEB, TO €CTh MHTHOMpoBai pazsutue SAR. Brmusnue akrunomunuaa Jl Ha SAR
3aBHCEJIO OT BPEMEHH, IPOLIE/IIET0 ¢ MOMEHTA MEPBOTo 3apaykeHus. OH MOTHOCTHIO
nofarist SAR yepes 3 cyT mocie HHOKYISIUN HUKHUX JTUCTHEB, O YEM CBHJICTEIIb-
CTBYET OTCYTCTBHE JAOCTOBEPHBIX pa3lIW4Mii B pa3Mepax HEKPO30B M MHQEKIHOH-
HOCTH MEX/Ty KOHTPOJIbHBIMH U OTIBITHBIMU ITPOOaMu, 00padOTaHHBIMU aHTHOUOTH-
koM. Yepes 7 cyT mocie HHAYLIUPYIOLIETo 3apakeHus akTHHOMUIIMH J] He oka3biBa
JIOCTOBEPHOTO BJIMsIHUA Ha pa3putue SAR. AHamorn4Hoe IeHCTBUE aKTUHOMUIIMHA
[ na LAR x BTM, npossastoniytocs B IPUHEKPO3HOM NPOCTPAHCTBE MEPBUYHO 3a-
PaXKEHHBIX JINCTHEB, OBLJIO OTMEUYCHO PAHEE B ONBITAX CO CBEPXUYBCTBUTEIHHBIMU
pacrenusiMu Tabaka copra Camcyn NN u daconu copra [lunto [Loebenstein et al.,
1968]. Bo3moxHo, Takoe neiicTBue aktuHoMuIMHA J[ Ha pa3Butue SAR 0ObscHS-
eTcs crenyromuM 00pazoM. OH OJIOKMPOBAT CUHTE3 BUPYCHBIX HHTHOUTOPOB, KOT/Ia
HCTIOJIB30BAJICS Uepe3 3 cyT Mmociie MHAYLUHUPYIOLIETo 3apakeHus, a uepe3 7 CyT B
JIUCTBSIX YK€ 00pa30BaIUCh MHTUOUTOPHI B KOJIMYECTBAX, JOCTATOUYHBIX JJIS MPO-
SIBIICHUS] X aKTHBHOCTH.
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B oTnuuue oT 4yBCTBUTENBHBIX TPUBOCB (pacTeHus Tabaka copra CaMCyH)
B JIUCTHAX MPUBOEB copTa KcaHTu HK yrHeTalIuch TpaHCHopT U penponykuus BTM
B pe3yJbTaTe MPEIBAPUTEIIEHOTO 3aPAXKEHHsI CBEPXYYBCTBUTEIBHBIX MOIBOEB (pac-
TeHus Tabaka copra Kcantu Hk). CTeneHp yraHeTeHus Oblia MPOoIopIuoHaIbHa KOH-
uentpauu BTM B uHOKyNIOMe MU 3apa)KCHUH MOJIBOEB U BPEMEHU MEXKIY 3apa-
JKEHUEM TIOJIBOEB U MpUBOEB [ManuHOBCKUM U ap., 1994].

B nuctesix ¢ SAR npuBoeB copta KcaHTu HK HakarinBalduCh BEIIECTBA, MO-
JaBisonue nHQEeKIMoHHOCTh cycnieH3uit BTM. ['oMoreHarh! 1UCThEB TPUBOEB CO-
pra CaMCyH KOHTPOJIBHBIX U OMBITHBIX PACTCHHUN OJMHAKOBO CHIKAIH UH(PEKIIUOH-
HOCTb cycrieH3uii BTM (tabm. 7.14).

Tabnuuya 7.14
BrusiHue TOMOI€HATOB HE3apaKSHHbBIX JINCTHEB MMPUBOEB HA MH(EKIIMOHHOCTD CYCIIEH3UH
BTM (1 mkr/min), % camkenus (o ManuaoBckoMy, CemelKoii, myOarKyeTcst BIIEPBbIC)

[IpuBon u3 | Bpems mocie Konnenrpanust BTM B nHOKY/IIOME NPU 3apaskeHUU
pacrenus 3apaKeHust IOJBOCB, MKI/MII
Tabaka copTa | OABOCB, CyT 0 1 10 100
3 11+4 15+£5 18+6 18£8
CamcyH
7 14+5 17+6 22+6 15+6
3 12+5 19+4 26+6 36+ 8
Kcantu K
7 13+£6 42+ 6 54+6 60+6

MO’KHO TIPEOI0KUTb, YTO 3TH BelllecTBa He 00maaroT cnenuuIHbIM aei-
CTBHEM, TaK KaKk OHM yrHeTanu HakoruieHne BTM He Tonbko B mpoTomacTax M3
JUCThEB pacTeHWi Tabaka copra KcanTw HK, HO M B MpOTOIUIAcTaX M3 PAacTCHUH
tabaka copra Camcyn [ManuHOBCkui U ap., 1994]. BeposTtHO, HHTHOUTOPHI BU-
PYCHOM penponyKIuu CUHTE3UPOBAINCH B JIUCTHSIX MPUBOEB copTa KcaHTH HK moj
BJIMSIHUEM BEILECTB, 0OPa3yIOMINXCS B TIEPBUYHO 3apaKEHHBIX JTHCThSIX MOJBOCB H
OTBETCTBEHHBIX 3a pazButre SAR. Ecin Ob1 MHHTHOUTOPBI BUPYCHOW PENPORYKIIUH
TPaHCIIOPTUPOBAJIKCH B JIUCThsI IPUBOEB U3 MOJBOEB, TO OHU PUCYTCTBOBAJIH OBl U
JeiicTBOBaNM Obl M B JTHCThSIX MpHBOeB copTa CamcyH. OHAKO TOCTOBEPHBIX pas-
JIUYUI MEXy OIBITHBIMHA U KOHTPOJBHBIMH PACTCHUSMH B COICPKaHUN MH(EKLIHU-
onHoro BTM u uHrnOUTOpPOB BUPYCHON pEeNpOAYKIUH y puBoeB copra CaMcyH He
00OHapYKEHO.

Tpancnoptr BTM B JIMCTBSIX MPUBOEB OLICHUBAIM HE TOJIBKO IO pa3Mepam
TEIUIOBBIX M JIOKAJIBHBIX HEKPO30B, HO U 10 COACPKaHUIO MHPUIMPOBAHHBIX MPO-
TOILTACTOB B ITPO0ax MPOTOIIACTOB, M30JIMPOBAHHBIX U3 3apPa)KEHHBIX JIUCTHEB MPHU-
BoeB. B TeueHne Bcero BpeMeHHu ombiTa (48 1 mocie 3apaskeHus IPUBOEB) MBI HE 00-
HapYXUIU Y KOHTPOJIBHBIX PACTEHUH JOCTOBEPHBIX PA3IHUUi B COepKaHUH HHDU-
LUPOBAaHHBIX MPOTOILUIACTOB MEXKIY MpobaMu u3 mpuBoes coproB Camcyn u Kcan-
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Tu HK. [IpeaBaputenpHoe 3apakeHUE MOJIBOEB CYIIECTBEHHO HE BIMAJIO HA YUCIIO
WHOHUIMPOBAHHBIX MPOTOIIACTOB B MPo0ax M3 JUcTheB puBoeB copra CamcyH. C
paszsutueM SAR pacnpoctpanenne BTM B nmuctesx npuBoes copta Kcantu Hk 3a-
MEJISIOCH 10 CPaBHEHUIO ¢ puBosiMU copTa CamcyH. Paznuuus mexay npobamu
U3 TUCThEB MpuBoeB coproB CamcyH u KcanTu HK B cofepkaHul MHOUIUPOBAHHBIX
MIPOTOIJIACTOB CTAHOBHIIMCH JOCTOBEPHBIMH (CTEIICHb BEPOSITHOCTH, ONpeiesiemMast
Ha ocHOBaHuM t-kputepusi CThrofenTa, obuia pasaa 0,95) uepes 24 1 mocie 3apaxe-
HUA NPUBOEB [ManuHoBckuit u ap., 1994].

OnHOI M3 BO3MOXKHBIX MPUYMH OIpPAaHUYEHUS TPAHCIIOPTa BUPYCOB B 3apa-
KCHHBIX JIUCTHSX CBEPXUYBCTBUTEIbHBIX PACTCHUH MOXKET OBITh M3MEHEHUE COCTaBa
KJIETOYHBIX CTEHOK. OT/IOKEHHE MeKTaTa KaJblUsA U IPYTUX COEUHEHUH B KIIETOU-
HBIX CTCHKaX MPUBOAMT K TOMY, YTO HH(HUIIMPOBAHHbIEC KJIETKHA MaLlEPUPYIOTCS CMe-
CBIO Mallepo3MMa U LIEJUTI0Ia3bl 3HAUNTENBHO TPYJHEE, YEM OKpY Karolas 310poBast
TKaHb [XKypasnes, 1979, c. 176]. Hamu [ManunoBckuii u np., 1994] 6pu10 mnpose-
pEeHO, BIMSIET JIU NPEABAPUTENIEHOE 3apaKeHHE MOJIBOEB Ha BBIXOJ MPOTOIIIACTOB
13 He3apa)kKeHHBIX JUCThEB MpHUBoeB copToB CamcyH u KcanTu HK. 3apaxkeHue nou-
BOEB HE BIMIO HA BBIXOJ MPOTOIIACTOB, KOTJa IPUMEHSUIM OOBIYHYIO JUISl HAIINX
OIIBITOB KOHIEHTPALMIO ()epMEHTOB B Manepupyromieii cpeae (0,2 % maneposzuma +
0,4 % uenmronassl). [1pu ucnonap3oBaHuK O0Jiee HU3KUX KOHLEHTpAMi ()epMEHTOB
YHCJIO0 MPOTOIJIACTOB B MP0o0ax M3 JHCThEB NMPUBOEB KcaHTH HK, MalepupyeMbIX
yepe3 7 CyT Mociie MHOKYJSAIUY 110/IBOEB, CHIYKAIOCh [0 CPAaBHEHHIO C KOHTPOJIEM.
3apakeHue M0/IBOEB HE BIUSIIO Ha BBIXOJ] IPOTOIIACTOB U3 MPUBUTHIX JIUCTHEB Pac-
TeHuii copra CaMCyH IPU BCEX UCIONB30BAaHHBIX KOHLEHTPAUIX (DEPMEHTOB.

Pe3ynbrarh! npuBeIeHHBIX OMBITOB CBUAETEILCTBYIOT O TOM, YTO M3 MEPBUY-
HO 3apaXEHHBIX JINCTHEB CBEPXUYBCTBUTENBHBIX PACTEHUH TPAHCIOPTHPYIOTCA HE
WHTUOUTOPHI PENPOAYKIMH U TPAHCIOPTa BUpYCa, a HHAYKTOPHI X 00pa30oBaHus,
He crocoOHble (QYHKIIMOHUPOBATH B KJIETKaX YyBCTBUTEIBHOTO X03suHa. [Ipupona
BEIIECTB, OTBETCTBEHHBIX 3a pa3BuTHe SAR, moka He M3BecTHA. B Hammx omelTax
[ManuHoBCKUH 1 Ap., 1994] y He3apakeHHBIX TPUBOEB 0OOMX COPTOB HE MPOSIBIIS-
JIICh CUMIITOMBI 3a00J1eBaHus 1 He 0OHapyx)eHo HakoruieHust BTM npu Beiaepxu-
BaHUM PacTEHHI B TeUEHHE | MeC MocIie 3apayKeHus IOABOEB B yCIOBUSIX, OJaronpu-
SITHBIX 7151 pa3BUTHS 3a00seBanusl. [103TOMY MOYKHO MTPEONI0KHTE, YTO BEILIECTBA,
BhI3bIBaroIne SAR B He3apa)keHHBIX YacTAX CBEPXUYyBCTBHUTEIbHBIX PacTEHUH, HE
MOTYT OBITh BUPYCHBIMH YacTUI[AMU MM TPAHCIOPTHON (OpMOii BUpyca.

7.8. Ponb cannuunoBon KUcnoThbl B pa3Butuu SAR

B paszznene 7.6 nokaszaHo, 4TO SK30Tr€HHAs! CAJIMLMIIOBAs KUCIOTa MHTMOMPOBa-
Jla PENpOLYKLHUIO U TPAHCIOPT BUPYCOB U MHAYLMpOBaia HakoruieHue PR-Genkos.
Kpome Toro, 6bU10 YCTaHOBIICHO, YTO COACP)KAHUE SHAOTCHHOM CAIMLINUIOBON KHC-
J0THl yBenuuuBaercs B 20 pa3 B HEpBUUHO3APAKCHHBIX U B 5 Pa3 B HE3aPaKEHHBIX
JHUCTBAX pacTeHuiTabaka copra KcaHTHM HK IO CPaBHEHHUIO C UyBCTBHUTEIIbHBIMH
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pactenusimu copra Kcantu [Malamy et al., 1990],. 3apaxxeHue pacteHuil orypos
BUpPYCOM Hekpo3a Tabaka unu rpudom Colletotrichum lagenarium BBI3bIBANIO MOBBI-
LICHUE KOHIICHTPALMH CaJHIMIOBON KUCIOTHI BO (IOSMHOM COKe. MakcruMasbHOe
yBeIMueHHe ObUIO OOHapykeHo mepex mposiBieHrneM SAR [Métraux et al., 1990;
Molders et al., 1996]. CunTe3 canuuaoBOH KHCIOTH aKTUBUPOBAJICS B PACTCHUSX
TOMaroB, obpaboraHHbIX nucuTopamu u3 Cladosporium fulvum [Hammond-Ko-
sack et al., 1996]. YBennueHue copepikaHusl CATUIUIOBON KUCIIOTHI, COMTYyTCTBYO-
miee pa3zsuThio SAR, 06110 TOKa3aHo 1 Ipyrumu aBropamu [Rasmussen et al., 1991;
Yalpani et al., 1991; Enyedi et al., 1992; Dempsey et al., 1993; Uknes et al., 1993b;
Yalpani et al., 1993b; Cameron et al., 1994; Chen et al., 1995; Shulaev et al., 1995;
Summermatter et al., 1995; Weymann et al., 1995]. B onbiTax ¢ ucnosb3oBaHHEM
pannoaKkTUBHON METKHM ObLIO YCTaHOBJIECHO, YTO OOJbIIAst YacTh CATUIMIOBON KHC-
JIOTBI, COZIep KaBIICHCSl B HEMH(PHULIMPOBAHHBIX JIHCTHSIX OOJILHBIX PACTCHUH, TPaHC-
MOPTHPOBAJIACH U3 MEPBUYHO 3apaXeHHBIX JUCTheB [Shulaev et al., 1995; Molders
et al., 1996]. Tpancrennbie pacteHust Tabaka u 4. thaliana co BCTpoeHHBIM OakTe-
pHaTBHBIM TeHOM nahG, KOAUpYIOmUM (GEepMEeHT CaluIuiIaT ruIpoKkcuiasy [ You et
al., 1991], xoTopslii KaTanU3UpyeT MpeBpalleHHe CATUIIIOBON KHCIOTHI B KATEXOI
[Katagiri et al., 1965; Yamamoto et al., 1965; White-Stevens, Kamin, 1972; White-
Stevens et al., 1972], He HaKalUIMBaJIN CATUIMIIOBYIO KHCJIOTY W HE MPOSBISUIN
YCTOWYHMBOCTH K 3apaykeHuto natoreHoM [Gaffney et al., 1993; Delaney et al., 1994;
Bi et al., 1995; Friedrich et al., 1995; Ryals et al., 1994, 1995; Lawton et al., 1994,
1995; Weyman et al., 1995; Hammond-Kosack et al., 1998].

Jnsi moHMMaHWS TPUPOIBl YCTOHYMBOCTH pacTeHHH K (HUTOMaToreHaMm M
POJH CANUIUIOBOM KMCIOTHI B 3TOM MPOLECCE UCTIONB30BAIHN Pa3InYHbIe MyTaHThI
pacrenuii 4. thaliana. IX MOXXHO pa3enuTh Ha JIBE OCHOBHBIC IpyMIlbl. B mepByro
IPYIINY BXOASAT MyTaHTBI, TIOCTOSHHO NposBisitomue SAR, Takue kak acd 2 (acceler-
ated cell death [Greenberg et al., 1994]), Isd (lesion-simulating disease [Dietrich et
al., 1994; Weymann et al., 1995]), cpr (constituve expressor of PR genes [Bowling et
al., 1994, 1997; Clarke et al., 1998]). Bce 3Tt MyTaHTBI IOCTOSIHHO YKCIPECCUPOBA-
11 TeHbl PR-0ekoB, nMenn MOBBIICHHOE 110 CPABHEHMIO C HCXOAHBIMU PACTCHUIMHI
coZiepKaHHue CaTMIMIOBON KHCIOTHI M 060Jiee BBICOKYIO YCTOMUMBOCTD K ATOT€HAM.
Bropyto rpyniy cocTaBisioT Takue MyTaHThI, kak eds (enhanced disease suscepti-
bility [Glazebrook et al., 1996; Parker et al., 1996; Rogers, Ausubel, 1997]), ndrl
(non-race-specific disease resistance [Century et al., 1995]), nprl (nonexpresser of
PR genes [Cao et al., 1994; Glazebrook et al., 1996]), nim1 (noninducible immunity
[Delaney et al., 1995]). [IpeacraButenu 3TOH TPYIIBI XapaKTEPU30BAIUCH TOHH-
KCHHOU YCTOMYMBOCTBIO K MMaTOT€HaM M OBLTH HE CIIOCOOHBI HKCIIPECCUPOBATH IeHBI
PR-6enxoB u pazBuBarb SAR B oTBeT Ha 00pabOTKy CaTHIMIOBON KUCIOTOH.

Bruto caenano npennonoxenne [Malamy et al., 1990, Métraux et al., 1990],
4TO HHAYKTOpOoM SAR siBiIsleTCS canuuuiioBas KUCI0Ta, 00pasyromasics Ipyu HEKpo-
TU3ALIH IEPBUYHO 3aPAYKCHHBIX KIIETOK.
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BuocunTe3 canuuiaoBoi KHCIOTHI B KJIETKaX PAaCTEHUH M3yUeH elle He MoJl-
Hocthio. Cunrtaercs [Ward et al., 1991b; Mauch-Mani, Slusarenko, 1996], uro cuH-
T€3 CaTUIMIOBOW KHCIOTHI HAYMHACTCS MpeBpalleHueM (eHMIajJaHnHa B TpaHC-
KOPHYHYIO KUCIIOTY IO/ AHCTBHEM (peHMIIaTaHnHaMMuaknuassl. [lokazano yBenu-
YeHHE aKTUBHOCTH 3TOTO (pepMeHTa B mpolecce HEKPOTH3alKUU KIETOK MpHU 3apa-
JKCHUH MaTOreHaMu Win 00padoTke snucutopamu [Farkas, Szirmai, 1969; Paynot et
al., 1971; Simons, Ross, 1971; Fritig et al., 1973; Vegetti et al., 1975; Legrand et al.,
1976; Duchesne et al., 1977; Edwards et al., 1985; Davis, Ausubel, 1989]. Canumu-
JIOBasi KUCIIOTA MOJKET CHHTE3UPOBATHCS M3 TPAHC-KOPUYHOW KUCIIOTHI ABYMSI ITyTs-
mu [El-Basyouni et al., 1964; Leon et al., 1993; Meuwly et al., 1995; Molders et al.,
1996]. IlepBblii myTh BKIIOYAET ACKAPOOKCHUIMPOBAHUE TPAHC-KOPUYHOW KUCIIOTHI
¢ oOpa3oBaHHeM OCH30MHOW KUCIJIOTHI, €¢ MPEBpAIleHNE B CATUIUIOBYIO KUCIIOTY
B pe3yJabTare TuApoKcuiInpoBanus B mo3uiuu C-2. [To BropoMy MyTH calrLAIOBas
KHCIIOTa 00pa3yeTcst 4epe3 0-KyMapHHOBYIO KUCIJIOTY B pe3ylbTare 2-THAPOKCHIIU-
POBaHMsI KOPUYHOW KHCIJIOTHI ¢ MOCIEIYIOUNM ee AeKapOoKcuinpoBanueM. bbuio
MOKa3aHO HAKOIJICHNE MEUEHBIX O-KyMapHWHOBOW M CANHIIMIIOBOI KHUCIIOT B JIUCTHSIX
pacrennii Gaultheria procumbens L., Primula acaulis (L.) Hill u mpopocTtkax puca,
noAKOpMIIEHHBIX '“C-kopuyHoii kucinoroit win “C-denmnananuaom [El-Basyouni
et al., 1964; Silverman et al., 1995]. O6pabotka popocTkoB puca *C-6eH30HHOM
KHCJIOTOM MPHUBOAMIA K TOSBICHHIO METKH B CalMUMIOBOM kucioTe [Silverman
et al., 1995]. B ombiTax c pacreHussMH Tabaka He OBLJIO MOKa3aHO HAKOIUICHHE
0-KyMapHWHOBOM KHCIIOTBI U aBTOPBI IPUIIUIA K BBIBOY, YTO CAUIMIIOBAS KHUCIOTa
oOpa3yeTcs uepe3 OeH30iHY0 Kucioty [Yalpani et al., 1993a].

[Ipeanonaraercs, yTo MpeBpaleHne TPAHC-KOPUIHOW KUCIOTHI B OEH30MHYIO
MOXET IPOUCXOANTH B Pe3yibTare [3-OKUCICHUS KaK PH METab0IN3Me KUPHBIX KHC-
JIOT, TaK Kak goOaBieHue aneTmwikodn3uMa A u AT® ctuMynupoBaia 3TOT MPOLECC
[Alibert, Ranjeva, 1971]. OnHako BO3MOXEH U HEOKHCIUTEIbHBIA MexaHu3M. Bbuto
MOKa3aHO, YTO aLETHIKOAH3MM A He HYXKEH Ul CHHTe3a P-THIPOKCHOCH30MHOM
KHCJIOTHI U3 p-KyMapoBoii KucioThl [ Yazaki et al., 1991; Schnitzler et al., 1992]. O6-
pa3oBaHKe CATMIMIOBON KHCIOTHI W3 OCH30HHON KHUCIOTHI KaTajJu3upyeTcs MOHO-
oKcureHaszoi uroxpoma P450, Ha3BaHHOW 2-THIpOKCHIIa30H OCH30MHON KHCIOTHI.
AKTHBHOCTB 3TOT0 (pepMeHTa 3HaUMTEIbHO YBEIWYMBAIACH B Pe3yibTare 3apaxe-
HUs pacteHuii Tabaka BTM win nHQUIBTpauy B TUCTHS 310POBBIX paCTEHUH OeH-
30i{HOM KHCIIOTHI B pe3yabTare cuHTe3a de novo [Leon et al., 1993; 1995b].

OnHako HEOONBLIOE KOJINYECTBO CATHIMIOBON KUCIOTHI CHHTE3UPOBAIOCH B
pacTeHusx KapTodelns Npu UHrHOMpoBaHWHU (eHmTadanHnHaMMuakinassl [Coquoz
et al., 1998]. Bp110 moka3aHo, 4TO B PACTCHUSIX HApsAy C OCHOBHBIM IIyTEM CHHTE3a
CAJIMIIMIIOBOM KHCJIOTHI M3 (peHMITAJaHWHA MMEETCs ajlbTepHATUBHBIN MyTh ee 00-
pa3oBaHMs: IUKAMOBAsI KHCJIOTa — XOPHU3MOBAasl KMUCIOTa — W30XOPU3MOBasi KHC-
sora — camuimiioBas kuciora [Wildermuth et al., 2001]. B pacrenusix 4. thaliana
[IPY 3apaKeHWHU NaTOreHaMM yBeJIMUnBanach skcnpeccus rena SID2 (SA-induction
deficient), xogupytomero ¢GpepMeHT HU30XOPHU3MATCHHTA3y, M IMOBBIIIAJIOCH COAEP-
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KaHWE CATMLUIOBON KHUCIOTHL. B MHOUIMPOBaHHBIX pacTeHHAX-MyTaHTax (sid2)
HE HaKarjuBajach CaJHIMIOBast KUCIOTa U He pazBuBaiach SAR [Wildermuth et
al., 2001]. IMo3xe B pacrenusx A. thaliana Obl1 0OHAapYKEH €lIe OAWH I'eH, TaKXKe
KOAMPYIOIINH M30XOpU3MaTCUHTA3y, HO ee (hepMEHTaTHBHAsI aKTUBHOCTH ObLIa He-
CKOJIBKO HHMJKE TI0 CpaBHEHHMIO ¢ mpoxykTroM rena S/D2 [Garcion et al., 2008]. Tot
QJIBTEPHATHBHBIN MyTh 00pa30BaHUs CATUIMIOBON KUCIOTHI ObUT BBISIBJICH U B pac-
tenusx N. benthamiana [Catinot et al., 2008].

OmNBITEI C pacTCHUSIMU-MYTaHTaMu A. thaliana moxaszanu, 4To Uil CHHTE3a
CaJIMIIMIIOBOM KUCIIOTHI HEOOXOAMMBI Takke OeJIKH, KoaupyeMbie renamu £DSS (en-
hanced disease susceptibility), EDSI, PAD4 (phytoalexin deficient) u NDRI (non-
race-specific disease resistance). Tak, B pacreHusix-mytanrax (edsy), UHQHUIIUPO-
BaHHBIX Peronospora parasitica n Ps. syringae, He 00pa30BbIBajach CaJUIAIOBAs
KHCIIO0Ta, He pa3BuBasach SAR u He npoucxoania skcrpeccus rena PR-1 [Nawrath,
Métraux, 1999]. Cornacuo aHanu3y mociaeI0BaTeIbHOCTH AMUHOKUCIOTHBIX OCTAT-
KOB, O€JIOK, KOOUpyeMblii TeHoM EDSS, MpUHAATCKUT K MEPEHOCUNKAM CEMEHCTBa
MATE (multidrug and toxin extrusion) [Nawrath et al., 2002], a 6enku EDS1 u PAD4
noxoxu Ha nunasel dykapuot [Falk et al., 1999; Jirage et al., 1999]. ['eneTnueckuii
aHayn3 nokasai, uro 0enku EDS1 u PAD4 neiicTByrOT Kak CUTHAJIbHBIC BEIIECTBA B
OTBET Ha OKUCIUTEIBHO-BOCCTAHOBUTENBHBIN CTPECC, & IKCIIPECCUS UX TCHOB BKJIIO-
yaertcs 1o BiusiaueM R renoB [Rustérucci et al., 2001; Mateo et al., 2004]. [Tpuuem
9TH R TeHbl npuHaiexar kak k cyoknaccy TIR-NBS-LRR [Aarts et al., 1998], tak
u cyokiaccy CC-NBS-LRR [Chandra-Shekara et al., 2004; Xiao et al., 2005]. benok
EDSI1 criocoben qumepr3oBarhes U B3auMoJIeiicTBOBaTh ¢ Oeikom PAD4 B ycioBu-
SIX i1 Vitro W in vivo, a TaKxKe ¢ IpyruM JimnazononoonsiM o6eiaxom SAG101 (senes-
cence-associated gene 101). DTu B3auMOACHUCTBHS yCUIMBAIOT 3aIIUTHBIC PEAKLINH.
Haxonnenne PAD4 u SAG101 3aBucutr ot npucytcTBus QyHKIuoHaabHoro EDSI
[Feys et al., 2001, 2005]. 'er NDRI xogupyeT HU3KOMOJIEKY/ISIPHbI OCHOBHOM 0e-
JIOK, aCCOLIMUPOBAaHHBIN ¢ MeMOpaHaMu. B MHQUUIMPOBAHHBIX PACTECHUSX-MYTAHTAX
(ndrl-1) ObLIT CHIKEH CHHTE3 CAIMIMIIOBOM KHUCIIOTHI B OTBET HA HAKOIICHUE peak-
TUBHBIX (hOpM KHcIopona u ociadneno pazsutiue SAR [Century et al., 1995, 1997;
Shapiro, Zhang, 2001].

benszoitHas ¥ canMUMIOBasE KHUCIOTHI MOTYT KOHBIOTUPOBAaTb C INIFOKO30M
[Hyung-IL et al., 1995]. ®epmeHT mroko3unTpancepasza CaIuIIIOBON KHUCIOTHI
KaTaJu3UupyeT KOHBIOTAIMIO CATUIMIIOBOM KUCIOTHI ¢ ITI0K030i. OH ObLI 00HApY-
xeH B kopHsX [Yalpani et al., 1992] u npopoctkax puca [Silverman et al, 1995],
B JIUCTBSIX PacTeHUil Tabaka, B KOTOPHIX HAKOIUJICHHE CATMLUIOBON KHUCIIOTHI BO-
KPYT JIOKQJIbHBIX HEKPO30B BBI3BIBAJIO pE3KOe YBeNn4YeHue ero aktuBHoctu [Enyedi,
Raskin, 1993]. I'muko3ua canuuuIOBON KHCIOTHI HAKAIUIMBAJICS BHYTPU M OKOJIO
JIOKaJbHBIX HEKPO30B, TOI/Ia KaK ero cojepanue Bo (giosme u mucThsix ¢ SAR Obu10
He3HaunTeNnbHbIM [Enyedi et al., 1992; Malamy et al., 1992]. Pojb 3THX KOHBIOTATOB
He sicHa. beuto nokaszano, uto O-B-D-rimoko3ui-canuiuuioBast KUCIIOTa HE SBIISIETCS
nHAYyKTOpoM oOpazoBanust PR-1 B pactenusix Tabaka [Enyedi et al., 1992; Hennig et
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al., 1993; Leon et al., 1993; Lee et al., 1995]. Bo3aM0o)kHO, COeAMHEHHE CATUIIAIOBOM
KHCJIOTBI C TJIFOKO30M SIBJIIETCS CIIOCOOOM €€ JISTOKCUKAIIMK M TIEPBOH CTYIICHBIO
KaTaboJIM3Ma WU TIMKO3UJ] CATHIIMIOBOM KHUCIOTHI CIY)KUT €€ 3aracHoi (popMOH.
Cpsi3aHHAs ¢ KJIETOYHOM CTEHKOW B-TITIOKO31/1a3a 0CBOOOXKIAET CATHUIIMIOBYHO KHUC-
soty u3 3toro komruiekca [Chen et al., 1995].

MexaHu3M JISHCTBYSI CaTUIIMIOBON KUCIIOTHI ITOKa HE M3BECTeH. bbuT BhIjE-
JICH PACTBOPUMBIN KJICTOUHBINA OEJIOK, YCTOHYMBBIN K IPOHA3e U TPUIICHHY. AHAJO-
I'Yl CAJIUIIUIOBOM KUCIIOTHI, aKTUBHBIC B MHIYKI[UH YCTOWYMBOCTH, KOHKYPHUPOBAIH
C HEW 3a CBSI3bIBAHHE C 3TUM OCJIKOM B OTIMYHE OT HEAaKTUBHBIX aHajoros [Chen,
Klessig, 1991a; Chen et al., 1993a]. 3. Uen c coaBropamu [Chen et al., 1993b]
nonyumu kJIHK, komupyroniyro 3ToT Oenok, ¥ MoKa3aiu, 4TO OH sIBISETCS (ep-
menToM Karanaszoi [Chen et al., 1995], pasnararomum nepexucsk Bogopona (H,0,)
¢ oOpa3zoBaHHEM BOJIbI M KUCIOPOjaa [3eHKoB, MeHbIukoBa, 1993]. AHanoruvHeie
pe3ynbTaThl ObIIH MOTYyYeHB! U ApyruMu aBropaMu [Sanchez-Casas, Klessig, 1994].
B3aumozelicTBre caauIMIOBON KHCIOTHI C (DEPMEHTOM 3aBUCEIIO OT TKAHU — UCTOY-
Huka karanassl [Chen et al., 1997]. OOpa3zoBaHKe KOMILIEKCA CATHIIMIOBAs KUCIIOTA-
KaTaja3a UHrHOUPOBaIO aKTHBHOCTh 3TOTO (DEPMEHTa M CITIOCOOHOCTh aHAJIOTOB ca-
JIUITIIOBOW KHCIIOTHI CBSI3BIBATHCS C KaTaJla30i KOPPEIUPOBAIIO C UX aKTUBHOCTHIO
BBI3BIBAaTh HaKoOIUICHUE Oesika PR-1 1 moOBBIIaTh yCTOWYMBOCTH pacTeHUl Tabaka K
BTM [Chen et al., 1993a; Sanchez-Casas, Klessig, 1994; Conrath et al., 1995]. Dk30-
Y 9HJIOTCHHAS CAJIUIIMIIOBAs] KUCIIOTA YCUJIMBAIIN HAKOIICHHUE TICPEKUCH BOJOPO/Ia B
kierkax [Chen et al., 1993b; Rao et al., 1997; Shirasu et al., 1997], a aHTHOKCHJAHTBI
MOJIABJISTY MHYKIHMIO dKcnpeccun PR-reHoB canumminoBoit kucnoroit [Conrath et
al., 1995]. Beicoknii yposens H,O, unnynuposan o6pasoanue 6enxa PR-1. Tpanc-
TCHHBIC PACTCHUS, DKCIIPECCUPYIOIINE aHTHUCEHC-KOIUIO KaTaasbl, XapaKTepr30Ba-
JIUCh BBICOKUM cojiepkanueM Oenka PR-1 [Chen et al., 1995]. Dtu nannble gamu
3. Ueny c coaBropamu [Chen et al., 1993a,b, 1995] BO3BMOKHOCTH TIPEIOIOKHUTS,
uro H,O, sBNs€TCS BTOPUYHBIM MECCEHKEPOM CaMIUMIOBON KUCIIOThI B Pa3BUTUH
SAR. B nosnb3y 3TOro mpe/nonoKeHus Tak:Ke CBUICTEILCTBYET HHTUOMPOBAHHE Ca-
JIUIIIOBOW KUCIIOTON M IPyTUM HHIYKTOPOM SAR — 2,6-1HMXJIOpON30HUKOTHUHOBOMN
KHMCIIOTOH ackop0aT nepoKcuaspl, ClIoCOOHOM Tax e, Kak Karanasa pasnarats H,0O,
[Durner, Klessig, 1995].

OnHako ecTh padOThI, CBUICTEIBCTBYIOIINE MPOTUB ATOTO MPEAIOIOKCHUS.
Bruto mokasano [Hiickelhoven et al., 1999], uro npu cBepXuyBCTBHTEIBHOMN rubde-
JIU KJIETOK STYMEHS TIPOUCXOJAUT 3HAYUTEIbHOE HAKOIUICHHWE IMEPEKHCH BOJOPOJIa
0e3 M3MCHEHUs KOHIICHTPAIMU CAJMIUIOBON KHUCIOTHL. B HemHQUIMPOBaHHBIX
JIUCTHSIX OOJBHBIX PACTEHUI IKCIPEcCusi MapKepHbIX TeHOB SAR u pazsutne SAR
HE KOpPEJIMpOBalO ¢ YPOBHEM IepeKucu Bojpopona. Kpome toro, mH(HUIBTpaIus
H,O, B nucTha pacTeHuii co BCTpOEHHBIM TeHoM nahG He BbI3bIBajla HAaKOIUIEHHE
PR-1, yka3biBasi Ha HEOOXOAUMOCTh CAIUIIMIOBOW KUCIIOTHI JIUISl MHAYKIUU Tiepe-
KHCBIO Bojiopojia 3kcripeccun reHa PR-1 [Neuenschwander et al., 1995b; Ryals et
al., 1995]. beuio ycranosneHo, uto Bbicokue ypoHu H, O, CTUMynIupyloT cuHTE3
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CaJIMIIMIIOBOM KUCIIOTHI B pacTeHUsIX Tabaka u A. thaliana [Bi et al., 1995; Leon et
al., 1995a; Neuenschwander et al., 1995a; Summermatter et al., 1995]. IToBbimieHue
COJIepKaHUs MIEPEKUCH BOIOPOJIa B KJIETKAX B pe3yJbTaTe 00padOTKU CaUIIUIOBOM
KHCJIOTOW OOYCJIOBJIICHO HE CHUKCHHUEM CKOPOCTH €€ Pa3jIOKEHUs, a YBEITUUYCHUEM
ee cuntesa [Kauss, Jeblick, 1995, 1996; Fauth et al., 1996]. Kpome karana3sl 00-
Hapy>XEH JIPYroil OCIJIOK, CBS3bIBAIOLINI CATUIIMIIOBYIO KUCIIOTY M €€ aHaJOTH, aK-
TUBHBIC B cTUMYyaupoBaHuu SAR. OH sBJIsSIeTCS aKTHMBHBIM KOHKYPEHTOM KaTaja-
3bl B CBSI3bIBAHUU CAJIMIIMIIOBOM KHUCIIOTHI, TAaK KaK €ro CpOJCTBO K Hel B 150 pa3
Oosbiie, yeM y karanasel [Du, Klessig, 1997]. [Toka3aHo, 4TO caquIiIOBast KUCIOTa
creru(UUHO CBSI3bIBACTCS HE TOJIBKO C KaTalla30ii, HO U C IPYTHMH JKeJIe30COoIepIKa-
UMH epMeHTaMK (aKOHUTA3a, JIMTIOKCH/Ia3a, ICPOKCH 1a3a), UMEIOIIUMU OOJIbIlee
cpoucTBo K canuiioBoit kuciore [Riiffer et al., 1995]. Mubekuus canuuuioBoit
KHCJIOTBI B JINCThSl pacTeHUi Tabaka copra KcaHTu HK MOBBIIIAIa aKTUBHOCTh aH-
THOKHUCIIUTEIILHBIX PEPMEHTOB (JerupoackopOarpeykTasa, NIyTaTHOH PeIyKTa3a,
IJIyTaTHOH S-TpaHcdepaza U CyNepoKCH JIMCMYTa3a) B 00pabOTaHHBIX JIMCThIX
[Gullner et al., 1995; Fodor et al., 1997], Ho He BIUsAIa Ha aKTUBHOCThH KaTaja3bl
[Fodor et al., 1997]. CanunuiioBasi KUCJIOTa HE MHI'MOMPOBajia aKTUBHOCTh KaTajia-
3bl B JINCThSIX pacTteHuit Tabaka [Willekens et al., 1994; Bi et al., 1995], xkykypy3bl
[Guan, Scandalios, 1995] u A. thaliana [Summermatter et al., 1995]. beu1 caenan
BBIBOJI, YTO CAJIMIIUIIOBAS KUCIIOTA HE SIBJIICTCS MHTUOMTOPOM KaTalla3bl U ackopoaT
nepokcuaassl [ Tenhaken, Riibel, 1997]. . Qypuep u . Kneccur [Durner, Klessig,
1996] mokasanu, 4TO ACHCTBUE CATHUIIMIOBOM KUCIOTHI Ha Karaja3y 3aBHUCHUT OT
konuenrpaunu H,O, B pactutenbHoi Tkanu. I1o nX MHEHMIO, B 3/I0POBBIX KIIETKaX
MH(QUIUPOBAHHBIX JIUCTHEB, COJEPIKAIIUX HHU3KUH YPOBEHb MEPEKUCH BOAOPOJA,
CaJIMIIMJIOBAasl KUCJIOTa UHTMOMPYET Karajiazy. B OOJIbHBIX HEKPOTHU3UPYIOLIUXCS U
COCEJIHMX KJIETKaX C BBICOKOM KonuenTpauueii H,O, ona 3amumaer ¢gepmeHt or
MHAKTUBAIUH.

[TomMuMO y4acTusi CamuIMIOBON KUCIIOTHI B OKMCIUTEIILHOM B3PbIBE OHA BIIU-
sIeT Ha 3KCIPECCUIO T€HOB. BBUIO MPEIIOKEHO, YTO CAIMIIUIOBAs KUCIOTa MOXKET
MOBBIIIATH CIIOCOOHOCTD KIIETOK K OBICTPOI aKTHBAIIMU 3aIIUTHBIX TCHOB, ICHCTBYS
KaK aKTHUBATOp TPAHCKPUIIIUK ISl MPOAYKIMU CUTHAJIBLHBIX KOMIIOHEHTOB, HE00-
XOJIMMBIX JUIsl MHAYKIIMU 3KCIIPECCUM 3alUTHBIX TeHoB [Dixon, Paiva, 1995]. D10
MPE/IIOJIOKESHNE OCHOBAaHO Ha pe3ynbrarax padotsl Ke.-®@. Kuna c coasr. [Qin et al.,
1994], xoTOpbIe MOKA3aIH, YTO CATUIMIOBAS KUCIOTA MOBBIIIACT TPAHCKPUIIIIHOH-
HYI0 aKTUBHOCTb 35S rpomMoTopa BUpyca MO3auKH [IBETHOM KaIlyCThl, COJEPIKAIICTO
AKTUBAIIMOHHYIO TIOClenoBarebHOCTh as-1 [Lam et al., 1989] u BkiItOoueHHOTO B
TeHOM TPAaHCTEHHBIX pacTeHuii Tabaka. [IpuyeM oHa BIusieT oueHb ObICTPO U ee Aek-
CTBHUE HE TpeOyeT CUHTe3a OCIIKOB, TOrNa KaK TpaHCKpHIus reHa PR-1a npoucxo-
JIUT MEJIJICHHEE U YTHETAeTCsl IHTMOUTOPOM OCJIKOBOTO CUHTE3a ITUKIOTCKCUMUIOM.
Beuto ycranosieno [Blanco et al., 2005], uto B Teuenue 0,5-2,5 1 nocie o0paboTKu
pacrenuii A thaliana canuuuaOBOM KUCIOTON MPOUCXOIUT aKTHBALHMS AKCIIPECCUH
12 reHOB. ABTOPBI Pa3/IeIMIN X Ha JBE TPYIIbL: | — IeHbl, BKIIOUEHHBIE B 3aIUTY
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KJIETOK (Hampumep, MUKo3uiITpancdepasbl, IyTaTHOH —S-TpaHcdepasbl), 2 — TeHBI,
YbH MPOJYKTHI YUACTBYIOT B Iepe/iaue CUTHAJIOB (IPOTEUMHKUHA3BI U TPAHCKPUIILIH-
OHHBIE (PAKTOPHI).

BnusiHue canuuminoBoil KUCIIOTHI Ha 3KCIPECCUIO T€HOB OCYIIECTBISETCS C
y4acTHEM CUTHaJIbHOM cucTembl. [I0THOCTBIO OHA ellle He U3y4eHa, HO HEKOTOpbIe
KOMIIOHEHTHI YK€ U3BECTHBI, ITIAaBHBIM 00pa3oM, Ha OCHOBAHHUH PE3YJIbTaTOB OIBITOB
C pacTeHUsIMU-MyTaHTaMu A. thaliana, nvHGUIMPOBAaHHBEIMU OAKTEPUSMH U TPUOAMHU.
[lepBbIM 3BeHOM B CHTHAJIBLHOM LIEMH SBISETCS NPOAYKT reHa NPRI (non-expressor
of PR genes), Taxxe HazbiBaemoro N/M1 (non-inducible immunity) [Delaney et al.,
1995], xoTopbIii HEOOXOAMM JIJIsi BKIIFOUCHHSI KCcTIpeccud PR reHoB. B pacTeHusx-
MyTaHTax (nprl) He MPOUCXOIUIO MHAYKIMH SKCTIpeccuy PR TEHOB N0/ BIMSHUEM
canunuiIoBoi kuciotel u pasButus SAR [Cao et al., 1994]. Bruio mokazaHo, 4To
Oeok NPR1 sBisieTcst KOAKTHBATOPOM DKCIIPECCUH T€HOB, YbH MPOILYKTHI Y4acCTBY-
10T B mepenave curnanos [Blanco et al., 2005]. Monexyna NPR1 comeput yetsipe
AQHKUPUHOBBIX MOBTOPA, KOTOPbIE HEOOXOIUMBI JJIsl B3aUMOJCHCTBUS C MOJIEKyJa-
MU JIpyrux OeNKoB W KJIeTOuHbIMH MeMOpanamu [Cao et al., 1997]. B orcyrcTBue
canunuiaoBoi kuciotel NPR1 HaxomuTcs B IMTOIUIa3ME B OJUTOMEPHOHN (opme
Onaronapst AUCYNIbGUAHBIM MOCTHKaM MEXKIY OcTaTkaMu nuctenHa. [lpu m3meHe-
HUHM OKHCIHMTEIbHO-BOCCTAHOBUTEIBHOTO OajlaHca B Pe3yJbTare OKHUCIUTEIBLHOTO
B3pbIBa 3T MOCTHMKH Pa3pyIlIalOTCsA M OJUTOMEp paclajaeTcs Ha MOHOMEPSI, CIO-
COOHBIC TPAHCTIOPTUPOBATHCA B SAPO M YUaCTBOBATh B MHAYKIUHU dKcnpeccuu PR
renoB [Mou et al., 2003]. B sape monomepsl NPR 1 B3aumMoaeicTBYIOT ¢ akTopamu
TpaHCKpHIUY, BXoasammMu B cemeiictBo TGA [Zhang et al., 1999; Kim, Delaney,
2002]. B pactenusix — TpOoWHBIX MyTaHTax (fga2 tgad tgal) canuuuiIoBas KHCIOTa
He BIIUSIA Ha DKCTIpeccuio PR TeHOB U B 3THUX PacTEHUsX He pa3BuBaiack SAR B oT-
BET Ha 3apakeHue narorenamu [Zhang et al., 2003]. [Tomumo TGA ¢dakTopoB B cur-
HAJIBHYIO CUCTEMY CAaUIMIIOBON KUCIIOTHI Y pacTeHuil 4. thaliana BXoasT GpaxTopsl
tpanckpunuu WRKY70 u AtWhy1, koTopble y4acTByrOT B MUHIYKIMH PR T€HOB U
pasButuu SAR HeszaBucumo ot NPR1 [Desveaux et al., 2004; Li et al., 2004]. IToka-
3aHO, 4TO B pacTeHUsx Tabaka ¢axrop Tpanckpunimu WRKY1 dochopunmpyercs
MAP-kuHa30i#, HHIyIHpyeMon canuiioBoii kuciiotoit (SIPK). B pesynbrare doc-
¢dopunuposanus noseimanack JJHK-ces3piBatomas aktusHocts WRKY 1. CBepxok-
cupeccus reHa SIPK B pacrenusix N. benthamiana npusoauia x 6osiee ObICTpOMY
oOpa3oBaHuto HeKpo3oB [Menke et al., 2005].

B pacrenusix A. thaliana oOHapyXeHBbI Ba sIEPHBIX O€llka — MPOLYKTHI IKC-
npeccun reHoB SNII (suppressor of npri-1 inducible) u NIMINI (NIM1/NPR1-
interacting), kotopsie Onokupytot aeiicreue O6eiaxa NPR1 [Li et al., 1999; Weigel
et al., 2005]. Bruio mokazaHo aHaJIOTHYHOE ydacThe Oeika, mogoonoro NIMINI, B
YCTOWYMBOCTH CBEpXUyBCTBUTEIBHBIX pacTeHuil Tabaka kK BTM [Liu et al., 2002a].
OnHako TpaHCTEHHBIE PACTCHUS pHca, dKcnpeccupytomme red NPRI w3 A. thaliana,
OBUTH YCTOMUYUBBI K OaKTepUaIbHON M TPUOHON MHPEKIIMU, HO HE K BUPYCY KEITOH
nstHUuctocTH puca [Quilis et al., 2008]. Myrauuu B rene NPR1 y pacrenuii A. thali-
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ana He BIMSIM Ha UX YCTOMYMBOCTD K BUPYCY MOPLIMHUCTOCTH TypHernca [Kachroo
et al., 2000]. Tak, yto ponb Oenka NPR1 B BUpYCOyCTOMYMBOCTH pacTeHH MOKa
OKOHYATEJIbHO HE BBISCHEHA.

Umerotest paboThl, pe3ynbTaThl KOTOPBIX MOIBEPral0T COMHEHHIO MPEAIoo-
JKEHHE O TOM, YTO CAJMIMIIOBAs KUCIIOTa SBIsieTcss HHAYKTOopoM SAR, obGpasyio-
LIMMCSI B IEPBUYHO 3aPaXKEHHBIX JIUCTHSIX U TPAHCIIOPTUPYIOIIUMCS 110 PACTEHUIO.
VYnaneHue THCTHEB Y pacTEHUH OryproB uepe3 4-8 1 mocie ux uHPUIbTpauuu P,
Syringae pef0OTBPAIAI0 HAKOIUICHUE CAIMIMIOBON KUCIOTHI BO (LJIO3MHOM COKE,
HO He BIUsUIO Ha pa3BuTHe SAR B npyrux nuctesx [Rasmussen et al., 1991]. beuto
nokaszano [Smith-Becker et al., 1998], uTo caiuiiioBas KUCIOTa MOXKET CUHTE3H-
pOBAThHCS HEMOCPEACTBEHHO B MPOBOJAIIEH cucTeMe (UepeliKi MHOKYIMPOBAHHBIX
JIMCTHEB U cTeOelb) pacTEHHId OTYPIIOB B OTBET Ha BO3ACHCTBHE KAKOI0O-TO CHTHasa
U3 3apaKeHHBIX JIUCTHEB. 3apakeHHE PACTEHUH OTYpLIOB BUPYCOM HEKpo3a Taba-
ka unu P. lachrymans 3Ha4UTENLHO CTUMYIMPOBAJIO TI0 CPAaBHEHHIO CO 3I0POBBIMH
pacTeHHsIMU CHHTE3 MEUYCHOW CaJHIMIOBON KHUCIOTHI B JMCKaX, BHIOUTBHIX W3 3a-
paXXCHHBIX U HE3apa)KECHHBIX JINCTHEB M MOAKOPMIICHHBIX “C-(peHrIananHnHOM Win
14C-0eH30MHON KHCIOTON. DTH JAHHBIC TAf0T BO3MOXKHOCTH MPEIMOIOKHTh, YTO
AKTHMBUPOBAHHBIM CHHTE3 MEUYCHOW CaJMIMIOBON KHUCIOTHI B AMCKaX M3 HEUH(U-
LUPOBAaHHBIX JIUCTHEB OBUT MHAYLUPOBAaH CUCTEMHBIM CUT'HAJIOM U3 TIEPBUYHO 3apa-
YKEHHBIX JINCTHEB, @ HE €€ TPAHCIIOPTOM, TaK KaK OMBITHI C TOAKOPMKOW IPOBOAMIIH C
JIUCTOBbIMU Auckamu [Meuwly et al., 1995]. OueHb HU3KOE COJIEPIKAHUE CATTHIIUIIO-
BOM KHCJIOTHI B TPAHCTEHHBIX pacTeHHUAX KapTodest ¢ reHoM nahG He CKa3blBaIOCh
Ha uX ycroWuuBoctu K P, infestans [Yu et al., 1997]. B ombiTax ¢ npuBUTHIMHU pac-
TeHHsAMHU Tabaka MHOKYJsiMs BTM TpaHCTeHHBIX MOJJBOEB CO BCTPOCHHBIM T€HOM
nahG npuBoAMIIa K O4CHB CIA00MY HAKOIUICHHIO CATHLMIOBON KHCIOTHI B JIUCTHSIX
II0JIBOS, HO BhI3bIBaja pa3BuTHe SAR U skcnpeccuto MapkepHbIX TeHoB SAR B nn-
ctbsx npuBos (Kcantu HK). Eciiu mogBoem ciyxuio pactenue tabaka copra Kcantu
HK, TO €ro 3apa)keHHe He MHIYLHPOBajo pa3BuTHe SAR B JTUCTBSIX MPUBOS C TEHOM
nahG. Astopsl [Vernooij et al., 1994; Ryals et al., 1995] npunuin k 3aKkIO4CHUIO,
YTO CaJMIMIOBAst KUCIOTa HeoOxoauma Aiist pa3Butst SAR, HO He siBisieTcs ee vH-
JOYKTOPOM. AHAJIOTUYHBIC Pe3ylbTaThl ObLIM MOMYyYEHBI IPH paboTe ¢ MOABOSIMHU —
TPaHCTEHHBIMH PACTEHUSIMU CO BCTPOCHHBIM I'eHOM Oenka u3 Phytolacca americana
L., oGnanaronuM aHTUBUPYCHOM aKTUBHOCTEIO [Smirnov et al., 1997]. B pactenusix
Tabaka, CojiepKalux reH N, caluIiiIoBast KHCI0Ta MHylMpoBaia cuate3 PR-1a,
-1b, -1c, -2a, -2b, Tak xxe kak BTM, HO o4yeHp Mayio BiMsiIa Ha oOpa3oBaHue PR-
2c, -3a, 3b, -4, -5. Cunre3 stux PR-0enkoB akTUBUpPOBAJCS B MPUCYTCTBHU Ta-
KHUX JOTIOJTHUTENbHBIX CUTHAIBHBIX COSAMHECHUM, Kak 3TuiicH [van Loon, 1977] unu
»xacMoHoBast kucioTa [Xu et al., 1994]. bbuto nmoka3aHo HaKOIUIEHUE KAaCMOHOBOM
KHCJIOTBHI B XO/I€ HEKPOTU3aLMU KJIETOK JINCTHEB CBEPXUYBCTBUTEIBHBIX PacTEHUMH
tabaka, nHpuupoBaHHbIX BTM, npuuem ee HaKoMJICHHE MPEIIIeCTBOBAIO aKTH-
Banuu MAP-kuna3 [Seo et al., 2001]. Pusobakrepuu 1 MUKOpHU3HBIE TPUOBI, HE SIB-
JIAIOLIMECs MaTOreHaMH M CTUMYJIUPYIOIINE pOCT pacTeHUH, HHAYLUPOBAIN B pac-
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TeHUusAX A. thaliana pa3BuTHE MHIYUUPOBAHHON cucTeMHOH ycToitumBoctu (ISR),
HE3aBUCUMOE OT HAKOIUICHUS CAIMIMIOBOM KUCIOTHI U 3KCIpecuu PR-reHoB, HO
IIpU Y4aCTUH )KACMOHOBOW KHCJIOTHI ¥ 3TUIIEHA (CM. pasaen 7.9).

UtoOBl MPOBEPUTH ACHCTBUTEIILHO JIM CAIMIIIOBASI KHCIIOTA BBI3bIBACT Pa3-
Butre SAR, B Hameli 1abopatopuu ObITO MPOBEPEHO €€ BIMSIHUE Ha HAKOIUICHUE
tpancnopt BTM B nucThax yyBcTBUTENbHBIX K BTM (copt CamMcyH) U cBEpX4yB-
cTBUTENBHBIX (copT KcanTu HK) pacreHmii Tabaka. Jlornka SKCIEpUMEHTOB Oblia
TakoBa. Ecay canuumioBasi KUCIOTa SIBIsIETCST MHAYKTOpoM SAR, crnienuduyHbM
JUISL CBEPXUYBCTBUTEIBHBIX PACTEHHUH, TO OHA HE JOJKHA JEHCTBOBATH B JIMCTBAX
YYBCTBUTEJIbHBIX PACTEHU.

bbu10 ycTaHOBIIEHO, UTO CATUIMIIOBAsl KUCIIOTa, MHBELUPYyEMasl B MEKKJIe-
TOYHOE IIPOCTPAHCTBO JUCTHEB, YTHETAJIA HAKOIUIEHHE U TpaHcopT BTM B nucThsx
pacrenwuii Tabaka coptoB CamcyH u Kcantu HK. B MHbEIIMPOBAaHHBIX JTHCTHSIX pacTe-
HUI 000MX COPTOB YMEHBLIAIMCH YMCIIO U Pa3MEpPhI TEIJIOBBIX U JIOKaJIbHBIX HEKPO-
30B, @ TAK)KE UHPEKIIMOHHOCTh BBICEUEK U3 JIUCThEB. JlelCTBUE CAIMIIUIOBOM KHC-
JIOTHI OBLJIO MPONOPLUMOHANBHO €€ KOHIICHTPALUN B HHBELIUPYEMOM pacTBope (Tadi.
7.15), HO He 3aBHCENO OT BpeMeHH (3-72 u), MPOIIE/IIEro OT UHBEKIUH JIUCTHEB JI0
ux 3apaxeHus (Tadmn. 7.16). AHaIOTUYHBIEC PE3yIbTaThl OBUIN MOMYYEHBI U IPYTUMH
aBTOpaMH, KOTJa CaJHLIMIOBAs KUCIOTa M aCUPUH (aLeTHICATHINIOBAsT KUCIOTa)
WHTUOMPOBAJIM HAKOILJICHWE BHPYCOB B UyBCTBUTENBHBIX pacTeHusix [White et al.,

1983; Chivasa et al., 1997; Clarke et al., 1998].

Tabnuya 7.15
BnusHMEe MHBEKINN PACTBOPOB CATHIMIOBON KHUCIIOTHI B JIHCThS PACTCHUH Tabaka COPTOB
Camcyn u Kcantu HK Ha 00pa30BaHNE TETUIOBBIX U JIOKAITBHBIX HEKPO30B M HAKOTIICHUE
BTM, % x xouTposto (mo ManuHoBckomy, [Tucerkoii, Cenerkoii, myOIuKyeTcsi BIICPBHIC)

Konnentparus canuiuaioBoi KUCIOTHI B

[Moka3zarenu Copr pacTBOpe, MKI/MII
0 1 10 100

UYmcao HEKpO30B Ha CamcyH 100 94 +7 78+ 6 70+ 6

100 cm? nmcToBO#
TOBEPXHOCTH KcanTn HK 100 70+ 6 64+ 8 55+6
CamcyH 100 91+3 82+4 76 +4

JuameTp HEKPO30B
KcanTn HK 100 88 +3 71+2 69 +£2
CamcyH 100 88+ 6 74+5 56+6

WudexunonHocTs mpod

KcanTu HK 100 90 +5 81+6 65+6

IIpumeyanue. CamUIIMIIOBYIO KHCIOTY HHBEIIMPOBAIH 32 3 CYT /0 3apakeHUs JIUCTHEB.

B omblTax 1o M3y4eHUIO BIMSIHUS CAIMLIMIOBOM KHUCIIOTHI HA HAKOIUICHHE U
TpaHncnoptT BTM B cocenHUX HEMHBEMPOBAHHBIX JINCTHIX OBUIN MOTYyYEHBI TPOTH-
BOPEUYUBBIE JaHHbIE. ECIIM CAIMIIMIIOBYIO KUCIOTY UHBELIMPOBAIN B JIUCT CPEHETO
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Tabnuya 7.16
O0pa3oBaHue TEIUIOBBIX U JIOKAJIBHBIX HEKPO30B M HakoruieHue BTM B HCThSIX pacTeHUN
Tabaka coptoB CamcyH u KcaHTH HK, 3apa’keHHBIX Yepe3 pa3HOE BPeMs ITOCIIC HHBCKITHH
CaJMIMIOBON KUCIOTHI, % K KOHTPOITIO
(mo ManmraoBcKOMY, [Tncernkoii, Cenenxoii, myOnuKyeTcs BIIEPBEIC)

Bpems Mexny uHbEKLMEN U MHOKYIIALUEH

IToxasarenu Copr JIMCTHEB, 4
3 24 48 72
Uucno HEKpo30B Ha CamcyHn 71+6 80+ 6 62+5 70+ 6
100 cM2 nucToBOi
[I0BEPXHOCTH Kcantu vk 60=£6 67+5 54+6 55+6
Camcyn 76 £5 70 £4 72+3 76 £4

JuameTp HEKPO30B
Kcantu Hk 64 +4 79+2 67+4 69 +2

CamcyH 63+6 71+6 61+6 56+6
Kcantu K 70+ 5 62+5 60+ 6 65+6

WudekunoHHOCTh 1Ipo0

Ilpumeuanue. B xauecTBe KOHTPOJIS MCIOIB30BATIN PACTEHUSI OOOUX COPTOB, Y KOTOPHIX B
JMCThsI THBEIUPOBAIN OUIUCTIIIIMPOBAHHYIO BOAY. Y OTBITHBIX PACTEHUI! JIMCThSI NHbE-
IIUPOBAJI PACTBOPOM CATHIIMIIOBON KUCIOTHI (KoHIeHTparus 100 MKr/mi).

Tabnuya 7.17
O0pazoBaHue TEIIOBBIX HEKPO30B 1 HakoruieHHne BTM B BBIIEPACTIONOKEHHBIX JTUCTHIX
pactennii Tabaka copra CaMcyH, 3apaXEHHBIX UYepe3 pa3HOe BPEMs TTOCIIC HHBEKINH
CAJIMIIMIIOBOM KHUCIIOTBI B TPH HIKHUX JINCTA, % K KOHTPOIIIO
(o ManmunoBckomy, [Tucernkoit, Cenenxoii, myOnuKyeTcs BIEPBbIC)

Yucno HEKpO30B Ha IEeKIHOHHOCTS
Pacnonoxenue | 100 cp? nmcrosoit JluameTp HEKPO30B H 5
BEPXHHX MOBEPXHOCTH fpo

JIUCTHCB

3 cyr 7 cyT 3 ¢yt 7 cyT 3 cyr 7 cyT

+1 113+6 95+5 98+5 90+6 1006 | 105+6

+2 100+ 5 109+ 6 104+6 96+ 6 1076 | 110£5

+3 95+6 115+6 111 £5 110+5 119+7 | 119+6

+4 122+6 108 +£5 97+6 9+6 110+ 5 93+6

+5 103+£6 91+6 91+6 96+ 6 101+£6 90+6

[Ipumedanue. B xagecTBe KOHTPOISI UCIIONB30BAN COOTBETCTBYIOIIHE JINCThSI PACTCHHM,
Yy KOTOPBIX HIDKHHUE JIUCThS HE MHBEIMPOBATH. Y ONBITHBIX PAaCTEHUH 3 HIDKHHX JIACTa
HHBEIUPOBAIN PACTBOPOM CAJIMIIMIIOBON KUCIOTHI (KoHIEeHTparws 100 Mxr/min) gepes 3
cyTu 7 CyT.
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spyca, TO B IByX BBbIIIE- U JBYX HUKEPACTIOJIOKCHHBIX JUCTBSIX pacTeHHi 000HMX
COPTOB YMEHBILIAINCH YHCII0, Pa3MEPbl HEKPO30B M MHPEKIIMOHHOCTD BBICEUEK. JTO
CHIDKCHHUE OBLIO JOCTOBEPHBIM (ypoBeHb BepositHocTH P = (,95), xorna cocennue
JIUCTBSI 3apakajy uepes3 3 cyT nociue uHbenrposanus [ManunoBckui, 1998]. luble
pe3ynbTaThl OBUTH MOMYYEHBI B ONBITAX, KOTJa CATULUIOBYIO KHCIOTY MHBEIHPO-
BaJM B TPH JIUCTa HIKHETO sipyca, a 3apaxanyd BTM nsaTh BbIIepacionoKeHHbIX
JUCTHEB. B 3THX OMBITax MHBEKLUS CAJIMIIMIOBON KHCIIOTHI B HM)KHUE JIMCThS HE
BJIMAJIA HA TPAHCHOPT U HakoruieHue BTM B BblliepacmonoKeHHbIX JUCThIX Y pac-
TeHuid Tabaka copta CamcyHs (Tabn. 7.17), Ho HHrHOMpOBaja X y pacTeHUH Taba-
ka copra Kcantu Hk (Tadm. 7.18). JlelicTBUe MHBEKIIUK CAJIUIIUIOBON KUCIOTHI B
HWKHHUE JTUCThsl pacTeHui copra KcanTu HK Ha 00pa3oBaHue JOKAIbHBIX HEKPO30B
u HakoruieHue BTM B BbIlepacmnonoKeHHbBIX JIMCTBAX OBLIO CPABHUMO C TIpEIBapH-
TENbHBIM (MHAYLIHUPYIOIINM) 3apaskeHHeM HIKHUX JIMCTheB cycnensueld BTM.

Tabnuya 7.18
Biusaue npeaBapuTENnbHOTO 3apaKEHN WIIK MHBEKIUH CATULIUIOBON KUCIOTHI B TPH
HIDKHUX JIMCTa pacTeHui Tabaka copta KcanTn HK Ha 00pa3oBaHHE JOKAIbHBIX HEKPO30B U
HakoruieHrne BTM B BBIIIEpacIoNoKEHHBIX JTUCThAX, Y% K KOHTPOIIO
(mo Manunosckomy, [Tucenkoit, Cenenkoii, myOmuKyeTcs: BiepBbIe)

LII/IC.HO HEKPO30B Ha
Pacnionoxenue 100 cMm? aucTOBOM JluaMeTp HEKPO30B MngexunonHoCTs
BEPXHHUX HOBEPXHOCTH 1pod
HeTheR I Il 1| n 1|
BepxHue IMCThs 3apaXaiu 4epes 3 CyT MoCjie MHbEKIMU HIKHUX JTUCTHER
+1 87+6 70 £6 81+5 74+5 77+8 66+5
+2 90+6 68+5 77+4 69+5 686 79+5
+3 85+7 73£5 79+5 76+ 4 68+ 8 T1+6
+4 88+ 6 79+6 T2+4 78+3 74+6 61+£7
+5 80+£6 71+5 78+ 4 80£5 69 +7 73+6
BepxHue TUCThs 3apaxaiy yepes 7 CyT MOCIe HHBEKITMNA HIKHUX JIHCTHEB
+1 69+6 T4 +7 55+4 66+5 53+6 74+ 5
+2 64+7 75+6 48+ 5 61+6 47+ 6 64+5
+3 67+t6 79+5 53+4 67+5 4+ 6 60+5
+4 59+6 70£6 44 + 4 70 £4 56+8 67+6
+5 56+7 69 +6 47+5 63+3 50+£6 62+7

Ipumeuanue. B xauecTBe KOHTPOJISI HCIOIB30BAIM COOTBETCTBYIOUINE JINCThS PACTCHUH, Y
KOTOPBIX HIYKHUE JIUCThSl He 00padaThiBaii. Y ONBITHBIX PACTEHUIl 3 HIDKHUX JIMCTA 3a-
paxanu cycriensueit BTM ¢ konnertpanueii 100 mxr/mi (BapuasT 1) Wim MHBEIIPOBAIII
PacTBOPOM CaJIUIIMIIOBON KUCIIOTHI ¢ KOHIeHTparuei 100 mxr/mit (Bapuast I1).
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Huzkast nHQEKIIMOHHOCTh MPO0 U3 JUCThEB PACTCHUN Tabaka 00OUX COPTOB,
MHBCIIMPOBAHHBIX CAIUIIUIOBON KUCIOTOH, MOXKET ObITh 00YCIIOBIICHA YTHETCHUEM
tpancnopra BTM u (uu) ero penpoaykiuu. J{as mpoBepKy 3TOTO MPEIOT0KEHUS
OBUIO M3YYCHO BIMSHHE CAIUIUIOBOM KHCIOTHI Ha HAKOIUICHUE WH(EKIIMOHHOTO
BTM B uzonupoBaHHBIX IpoToIiacTaXx. KpoMe TOro, 3TH OMBITHL MOTYT UMETH Ca-
MOCTOSTENbHOE 3HaYeHHE. Eciu canuuuaoBasi KUCIOTA SBISETCS HHAYKTOpoM SAR,
cneru(UIHBIM JJIs1 CBEPXYYBCTBUTEIBHBIX PACTEHUH, TO OHA HE JIOJDKHA BIIUATH HA
penpoaykiuio BTM B mpoTtomiactax, BBIACICHHBIX U3 JUCTHEB UYBCTBUTECIBHBIX
pactennii. CanuuuioBasi KUCJIOTa HE BIMsJIA HA COJCPKAHHE HEXKH3HECIOC00-
HBIX MPOTOILIACTOB B MP0o0ax, HO JIOCTOBEPHO MHIHOMpoOBaia penpoaykiuo BTM
B M30JINPOBAaHHBIX MPOTOIIACTaX O0OOHMX COPTOB MPHU KOHIEHTparwsix 1 u 10 mkr/
MJI MHKYOaIMoHHOM cpebl (Tadm. 7.19). JlucnepcuoHHbIN aHallu3 TI0Ka3all, 4To e
BIUSHHE B TIpoToIuiactax copra CamcyH ObuIo paBHO 24 % (CTENCHb BEPOSITHOCTH
P =0,95), a B mportorutactax copra Kcantu vk — 32 % (cTeneHb BeposaTHOCTH P =
0,99). AxkruHOMMITMH ] HE MOAABIIAI MOJHOCTHIO JIEHCTBUE CATUIIMIIOBON KUCIOTHI
Ha Hakoruienue BTM B npotoractax [ManunoBckuii, 1998]. Ha ocHoBaHuu »THx
JAHHBIX MOXKHO TMPENIOJIOKUTD, UTO YITHeTeHHe penponykuuu BTM canuuunoBoit
kucinoToi He cBsizano ¢ JJHK3aBucumbim cuntezom PHK.

Tabnuya 7.19
CocrostHre 1 HH(EKIIMOHHOCTD MPOTOTIIACTOB, N30JMPOBAHHBIX U3 JINCTHEB 37I0POBBIX
pactenuit Tabaka coproB CamcyH U KcaHTH HK M HHKYOHPOBaHHBIX B PUCYTCTBUU
CANMIMIIOBOMN KUCIOTHI nocie 3apaxkeHust BTM, % k koHTpoiIto
(mo Manunosckomy, [Tucerkoit, Cenenkoii, myOmuKyeTcs: BiepBbIe)

Konuentpanus Conepixanne HHpekmmonHOCTh
CaJNIUIOBOM KUCIIOTEI B HEKHU3HECTIOCOOHBIX [POTOILIACTOB
HWHKYOAIIMOHHOMH cpere, NIPOTOILIACTOB
MKI/MIT CamcyH KcanTu HK CamcyHn KcanTu HK
0 100 100 100 100
0,01 116 +£5 112+5 100 £ 8 107+ 4
0,1 92+6 98+ 6 89 +7 94 £5
1,0 107£5 99+6 806 70+ 7
10,0 100+ 6 102+ 4 73+£6 52+6

IIpumeuanue. Ipororactel MHKyOHpoOBaN 24 .

Takum oOpas3om, camuIMIOBas KHUCIOTa MHTHOMpOBaja PENpPOLYKLUHUIO H
TpaHcnopT BTM B NUCTBAX YyBCTBUTEIBHBIX U CBEPXUYBCTBUTEIILHBIX PACTECHHM
Tabaka W B MPOTOIUIACTAX, M30JIMPOBAHHBIX M3 ATHUX JIMCTHEB. DTH PE3YJBTaThl U
JIUTEepaTypHbIE JAHHBIE AAIOT BO3MOKHOCTh COMHEBAThCS B TOM, UYTO CAJIMLIAIOBAs
KHCJIOTa JICHCTBUTENILHO SIBISICTCS MOOMIBHBIM MHIYKTOpOoM SAR, crieruduanbM
JUIsl CBEPXUYBCTBHUTEIBHBIX pacTeHUH. BeposiTHO, OHa sBJsIeTCS] BUPYCHBIM HHTHOU-
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TOPOM, BIUSIFOIIIMM Ha METa0OJIM3M PAaCTEHUI-X03MHA. MEeXaHU3M €€ HHTHOUPYIO-
LIETO JICHCTBUS MOKA MOTHOCTBIO HE M3yUeH.

Kpome canunuinoBoil KHCIOThI IPEIIOKEHBI JIPYTHe BEIIECTBA HA POJIb MO-
ownpHOTO MHAYKTOpa SAR. BBUTO BhICKa3aHo mpennonoxenue [Park et al., 2007],
YTO METUJICATUIUIIAT SIBJISICTCS ITOJIBHYKHBIM CUTHAJIOM JUTsl pa3BuTus SAR, Tak kak
SAR He pa3BUBaJIaCh B PACTCHUSX C ITOJIABICHHON aKTUBHOCTBIO TaKUX (DEPMEHTOB,
KaK METUJICAIIMIUIIAT 3CTepa3a U METWITpaHC(epasza CaauIMIOBON KUCIIOTHI, Kara-
JIU3UPYIONIMX MIPEBPAIICHUE METUIICAITUIIIIIATA B CATUIIMIIOBYIO KHCIIOTY M HAa000-
poT, cooTBeTcTBeHHO. KpoMe Toro, 00paboTka HUKHUX JIMCTHEB METHUJICAIIUIUIIA-
TOM BbI3bIBaJia pa3BuTue SAR B BepxHUX TUCThsIX. b0 mokaszano [Lindgren et al.,
1986; Shulaev et al., 1997; Seskar et al., 1998], uro y pactenuii Tabaka copra Kcan-
TH HK, nHQuUIupoBaHnHeIXx BTM nnm HecoBMecTUMBIMU OakTepusiMu P. syringae pv.
phaseolicola, B ”HOKYTMPOBAHHBIX U BBIIIEPACTIONOKEHHBIX JIHCThIX HAKATUINBAI-
Csl Ta3000pa3HbIi METUIICATHIIUIIAT. B 3I0pOBBIX MIIM MEXaHUUECKH TTOBPEKICHHBIX
PACTCHHUSX OH He OOHAPY)KUBAJICS, 2 00pabOTKa UM 3I0POBBIX pPacTEHUI Tabaka yBe-
JUYUBAIIO dKcrpeccuto reHa PR-1 u yctoitunBocts kK BTM [Shulaev et al., 1997].
OnHako B OmbITax ¢ MyTaHTaMH pacTeHuil A. thaliana ObIIO YCTAaHOBIEHO OTCYT-
CTBUE KOPPESIIIUYA MEXJTy CTEIEeHbI0 pa3BuTus SAR u comepikanuem KacMOHOBO#
KHCIIOTHI K METHJICAJIAIIUIIATA, IPUYEM OCHOBHAS YaCTh 00PAa30BAHHOTO METHJICAIIH-
LWJIaTa BRIAEISUIACH B OKPY KaroIlyro cpedy [Attaran et al., 2009].

Bruto mpemoxkeno [Raz, Fluhr, 1992, 1993], uro 3TuieH SBISETCS CUTHAID-
HBIM BeIECTBOM sl pa3BuTus SAR. DTo mpeanonokeHrne OCHOBAHO Ha CIIEAYIO-
mux (pakrax: oH 00paszyercs B pe3yabTaTe HeKpo3a HH(UITUPOBAHHBIX KJIETOK [ROSS,
Williamson, 1951; Mauch et al., 1984] u unnynupyet HakorieHue GpepmeHToB (he-
HUJTaJIAHUHAMMHUAKIINA3bl U XAJIKOHCUHTA3bI ), TPUHUMAIOIINX YYACTHE B TATOTCHE-
3e [Ecker, Davis, 1987], u PR-0enkoB (xutnHa3 u nmokanas) [Abeles et al., 1970;
Boller et al., 1983; Boller, Vogeli, 1984; Broglie et al., 1986; Mauch, Stachelin, 1989;
Memelink et al., 1990; Mauch et al., 1992]. Ha ocHOBaHUU pe3ysIbTaTOB OIMBITOB C
pacTeHusMU Tabaka, HEUyBCTBUTEIBHBIMU K ATHIICHY, ObLIO C/ICTIAHO 3aKITFUYCHHE,
YTO ITUJICH HEOOXOAMM JUIsi 00pa30BaHUs MOOMIBHOTO CUTHAJIA JJis pa3BUTHs SAR
[Knoester et al., 2001; Verberne et al., 2003]. OgHako B OmbITax ¢ pacTCHUSIMHU A.
thaliana n nx mytantamu (etrl v ein2), HEUyBCTBUTEIBLHBIMU K 3TUIICHY, OBLIO IO~
Ka3aHo, 4To SAR, WMHIylIMpOBaHHAS CATHMIUIOBON U 2,6-IMXJIOPH30HUKOTHHOBOM
KHCIIOTaMU, HE 3aBUCHT OT dTwieHa [Lawton et al., 1994]. Bo3aMoxHO, 3JIeMEHTHI
ATUJICHOBOTO 0OOMEHA BIIMSIFOT Ha PEMPOIYKIIUI0 BUPYCOB, TaK KaK HAKOIUICHUE BU-
pyca MO3aMKH IIBETHOM KaryCThl OBUIO 3HAYUTEIHHO MOJABIICHO B ATHUX PACTEHUSIX-
myTtaHTax [Love et al., 2005]. 3apakenne 3TuX pacTeHUI aBUPYJICHTHBIM [TaTOTEHOM
rpubom Alternaria brassicicola Bei3piBana pazputue SAR, He3aBUCUMOE OT CaIHIIN-
JIOBOM KHCIIOTHL. B 3apa)keHHBIX pacTeHUSX MPOUCXOAMIA UHIYKIUS SKCIPECCUU
rena PDF 1.2 [Penninckx et al., 1996]. DToT reH komupyet AeQeH3MH — HU3KOMO-
JICKYJISIPHBIN O€0K, OOTaThlil IUCTEMHOM U 00J1aJIAlONINI CUIIHBIM aHTUTPUOHBIM
nericteueM [Broekaert et al., 1995; Terras et al., 1995].
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WHrnburop ansTepHATHBHOW OKCHIA3bl, KOTOpas SBISETCS TEPMUHAIBHOMN
OKCH/Ia30# aJlbTepHATHBHOTO JbIXxaTedbHOro mytu [Mclntosh, 1994], 6mokuposan
yCTOWYMBOCTh pacTeHuil Tabaka copra Camcyn NN x BTM, uHIynnpoBaHHYIO
CAIMIIIIOBOM KUCIIOTOM, HO He MHruOupoBan cuHte3 PR-1 GenkoB. MHrHOUTOpHI
JbIXaHUs (AHTUMUIMH A ¥ IMAHHUCTBINA KaJiuil) BBI3BIBAIM HAKOILJICHUE allbTepHAa-
THBHOM okcuaasbel U ycrounBocTh kK BTM, HO He Biusiim Ha copepkanue PR-1
OenkoB. B Tpancrennsix pactenusx Tabaka copra CamcyH NN, sKkcpeccHpyIOMNX
reH nahG, BUpyC CUCTEMHO PaclpOCTpaHsUICs, HO 00paboTKa IUAHUCTBIM KalueM
BOoCcTaHaBnuBasa Jokanuzanuio BTM u obpa3oBaHue JOKaNIbHBIX HEKpo30B. O0-
paboTKa MHrHOUTOPOM AJIFTEPHATHBHOM OKCHUIa3bl 3TUX PACTEHHI MMena oOpaTHBIN
0 CPaBHEHHMIO ¢ IIMaHUCTHIM KanueM 3¢ ¢exT. [To MHenuto aBropos [Chivasa, Carr,
1998] Tu AaHHBIE CBUAETENBCTBYIOT O Ba)KHOCTH CUTHAJIBHOIO MyTH, 3aBUCHUMOTIO
OT aJIFTEpPHATHBHOM OKCHJIAa3bl U BEIYILEro K JOKaJU3ali BUpYcCa MPHU CBEPXUYB-
CTBUTEJILHOW PEaKINHU.

Bo3MOXHBIM KaHIUAATOM Ha poOJib CUTHaja Ans pa3BuTHS SAR sBusercs
TaKKe aroIUIaCTHBIN JIMIUATPAHCTIOPTHBIN OeI0K, Komupyembiii renoMm DIR] y pac-
TeHuil A. thaliana. Pactenus, neeKTHbIE IO ATOMY I'eHy, He pa3BuBain SAR [Mal-
donado et al., 2002].

Bo3MorkHO, canuuumioBas KUCJIOTa y4acTByeT B pa3BuTHH SAR depes ee Biu-
sIHUE Ha HakoruieHne okucH azora (NO), KoTopasi MOXKET UIpaTh CUTHAIBHYIO POJIb
s uaaykoud SAR. Beuto mokaszaHo, 4to 00paboTKa caJuIMIOBON KHCIOTOH BbI-
3pIBaeT yBenuueHue copepxkanus NO B knetkax cou [Klepper, 1991]. CanuumnoBas
KHCIIOTa BiMsiIa Ha akTuBHOCTH NO-perymupyronmx ¢pepmentos [Stamler, 1994].
BreiasunyTo npennonoxenue [ Durner, Klessig, 1999], uto BHYTpU- 1 BHCKJICTOYHBII
NO pearupyer ¢ TIIyTaTHOHOM, 00pa3ysl HUTPO30IIyTaTHOH, KOTOPBIiA, TPaHCIIOPTHU-
pysich no ¢uiodsMe, nHAYHHpYyeT pa3BuTue SAR B He3apakeHHBIX YacTAX PACTCHHUSI.

HenasHo ObuTH mony4YeHbl JaHHBIC, CBUACTENBCTBYIOIINE O TOM, YTO KYTHKY-
Ja SBJSIETCSl HE TOJNBKO 0apbepoM, MPEMSITCTBYIOMINM MPOHUKHOBEHHUIO MAaTOTCHOB
B JIMCTBS, HO M HeoOxoxmma Juta pa3Butus SAR. Tak, TpaHcreHHble pacTeHHs A.
thaliana, ¢ "3BMEHEHHON CTPYKTYPOI KYTHKYJIBI M SKCIIPECCUPYIOIINE TPUOHOH I'eH,
KOAMPYIOIINH KyTHHA3y, ObUIM yCTOWYMBEI K TpUOy Botrytis cinerea. B stux pac-
TEHMsIX OblJIa yBEJIMUYEeHA IKCIIPECCHs] HEKOTOPBIX PR TeHOB, HO UX MHIYKIHUS HE 3a-
BHCEJIa OT CUTHAJIBHBIX CHCTEM, CBA3aHHBIX C 3TUJIEHOM, CAIMIIUIOBOM U KacMOHO-
Boii kucnoramu [Chassot et al., 2007]. AHasoruuHbIC Pe3yabTaThl OBUIN MOJTYYEHBI B
OTIBITaX C pacTeHUsIMH A. thaliana ¢ MexaHUYECKU MOBPEKACHHON KyTHKYI0H. [Ipu-
4eM Il yCTOHYHUBOCTH, O0OYCIOBICHHON MOBPEKICHHEM KYTHKYIIbI, HEOOXOAMMBI
Obun (PUTOANEKCUH KaMaJIeKCHH U IIIYyTaTHOH, TaK KaK PacTeHHUs-MYTaHTHI, epu-
LUTHBIE 110 KAMaJICKCHHY H Y-y TAMUILUCTENH CUHTETa3¢e, ObIIIM 49yBCTBUTEIBHEI K
B. cinerea [Chassot et al., 2008a]. bsuto BeickazaHo jBa npeanonoxenus [Chassot
et al., 2008b]: 1 — MoHOMEpBI KyTHHA, 00pa3yIOUIMecs U3 KYyTHUKYIIBI ITO]] JeHCTBH-
€M KYTHHAa3bl, MOTYT €HCTBOBATh KaK BHYTPHUKJIETOYHBIE CUTHAJIBI JIUISI BKIIOUSHHS
3alIUTHBIX PEakUui, 2 — MOBPEKACHUSI KyTHKYJIBI OONEryaroT KOHTaKT TPHOHBIX
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AIIUCUTOPOB C KJeTKaMu pacTenus. OfHako mo3xke OblIo mokazaHo, 4to SAR pas-
BHBAETCS B JMCTANBHBIX JIUCTBSAX C HEMOBPEKICHHON KyTHKYJIOH. MexaHudeckoe
MOBPEKIACHUE M MYTaLlUH, TPUBOJSIIUE K HAPYILICHHIO CTPYKTYPhI KYTHKYJIBI B JIU-
CTBsIX, MHrHOMpoBanu pazsutue SAR [Xia et al., 2009].

7.9. UHayumpoBaHHasa cUCTEMHas YCTOMYUBOCTb

Oco0bIM cilyyaeM CHCTEMHOM NPHOOPETEHHON YCTOMUMBOCTH K 3apakKEHHIO
[aTOreHaMH SIBJIICTCSI MHAYLIMPOBaHHAsl cUCTeMHasl ycToiiunBocTh (induced system-
icresistance — ISR). Ona B otirumne ot SAR BbI3bIBaeTCs HemaTroreHHbIMU pru3ocdep-
HBIMHU OaKTEpUSMH U MHUKOPU3HBIMHU I'PHOaMH, CTUMYJIUPYIOLIMMHU POCT PACTCHUI.
B pesynbrare passutus ISR pactenus mproOperaroT yCTOMYUBOCTD K OaKTepHsiM,
rpubam, BUpycaMm U HaceKOMbIM-BpeauTensim [van Loon et al., 1998; van Wees et al.,
2008]. Tak, HaipuMep, 3aceleHne KOPHEH pacTeHUH TOMAToB, Tabaka u A. thaliana
PHU300aKTEPHUSIMH MOBBILIATIO YCTOWYNBOCTD PACTCHUN K BUPYCY OI'ypeuHOH MO3au-
KH{, BUPYCY CJ1Ia00H ISTHUCTOCTH IIEPLA U BUPYCY KOJIBLIEBOM MTHUCTOCTH TOMATOB.
YcToWYMBOCTD BhIpa)kaach B OCJIA0JICHUM CUMIITOMOB 3a00JIEBaHUS U YTHETCHUH
HakorieHus BupycoB [Zehnder et al., 2001; Ahn et al., 2002; Murphy et al., 2003;
Ryu et al., 2004b]. Onnako pacrenus A. thaliana ve nposiensim ISR mpotus Bupyca
MopiraIcTOoCTH TypHerica [ Ton et al., 2002]. Kpome Toro, ObLTO MOKa3aHO, 4TO PH-
300aKTepU HHAYLHPOBAIN YCTOMYMBOCTD pacTeHUH A. thaliana He TOJBKO K HaTO-
reny P. syringae DC3000, HO ¥ HOBBIIIAINA UX TOJEPAHTHOCTD K COJIEBOMY CTPECCY
[Barriuso et al., 2008].

BakrepuanbueiMu anucuropamu pa3Butst ISR sBISIOTCS IUIIONENTHIBI Cyp-
(haktuH, perrunuH 1 Maccoromua A [Ongena et al., 2007; Tran et al., 2007], cune-
podop (BemiecTBo, CBA3BIBAIOIIEE U TPAHCIOPTHPYIOLIEE KeNe30) MCeBIO0AKTHH,
(hmaresunH (00K, BXOJSIINNA B COCTAB )KT'yTUKOB OAKTEPHIT) M JINTIOTIOINCAXAPHIBI
[Meziane et al., 2005]. 2,3-0yTaHa0N 1, BO3SMOXKHO, IPYTHE JIETy4HE OPTraHUYECKUE
COEIUHEHHS, BBIJEIIIEMbIe PU300aKTepUsIMH, CIOCOOHBI HHAYLMpoBaTh ISR [Ryu et
al., 2004a]. BemiecTBa HeM3BECTHON TPUPOIBI U3 KYJIBTYPAIBHOMN KHUIKOCTH POCT-
CTUMYJIHPYIOIINX I'prOOB BbI3bIBaIu pa3Butue ISR B pacrenusix A. thaliana nporus
OaxrepuasibHOTO TIaToreHa P. syriange pv. tomato DC3000 [Sultana et al., 2008].

Mexanusm ISR noka He uzydeH. B 3aBucumMocTr OT KOMOMHAIIMA MHKPOOP-
raHU3MBI-MHIYKTOPBI, PACTEHUS U ITaToreHs! pazsutue ISR obecneunBaercs pa3Hbl-
MU CUTHAJIbHBIMH cucTeMami. Tak, Obuto mokazano, uto ISR npoucxoaut 6e3 yua-
CTHSI CAJIMLIUIIOBON KUCIIOTHI M KCIIpeccul PR-T€HOB, HO HEOOXOIMMBI KaCMOHOBAs
kucnoTa u 3TuiieH [Pieterse et al., 1996, 1998, 2001; van Wees et al., 1999; Verhagen
et al., 2004], npuyem Oe3 yBeNM4YeHHs UX COiep kaHus B pacteHusix [Pieterse et al.,
2000]. Hdnst GpyHKIIMOHUPOBAHUS ATHX PETYIATOPOB POCTa HEOOXOIUMBI (PaKTOPHI
tparckpumim MY C2 [Pozo et al., 2008] u MYB72 [van der Ent et al., 2008; Segarra
et al., 2009]. B nmpyrux padorax Oblia ycTaHOBIIEHa HEOOXOIUMOCTh CAUIIUIOBOM
KHCIOTHI /Uit pa3BuTus ISR u BeIsiBneHa sxcnipeccus renoB PR-6enkoB (PR-1a, PR-
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2, PR-5) v uHbBIX OCIIKOB (JIUIIOKCUTEHA3a, (heHWIaJaHMHAMMUAKIIMa3a), y4acTBYIO-
IIUX B 3aIMTHBIX peakiusax pactenuit [Ahn et al., 2002; Ryu et al., 2004 b; Hossain
et al., 2007; Ongena et al., 2007; Barriuso et al., 2008; Ramos et al., 2008; Sultana et
al., 2008]. Bo3M0XHO CUTHAJIBHBIM BelllecTBOM Julsl pa3putus ISR spnsiercs ranak-
THUHOJI. DKCIIPECCHUs TeHa, KOIUPYIOLIETO TaJaKTHHOICHHTA3Y, & TAKKE COJepKaHue
raJIakTHHOJIA PE3KO YBEIIMYUBAIIMCH B PACTESHHSIX OT'YPIIOB ITOCJIe 00paOdOTKH KOpHEH
P. chlororaphis O6 u nocnenyomero 3apaxenus narorenom. O0padboTka pacTeHHi
raJIAKTUHOJIOM WJIM SKCIPECCUS B TPAHCTEHHBIX PACTCHHSX Tabaka reHa rajaakTh-
HOJICUHTA3bI MOBBIIIAJIN COJCPKAHUE B JIUCThIX PR-0€KOB U yCTOWYHBOCTH pac-
TEHUI K MMaToreHaM, 3acyxe u coyiecBomy crpeccy [Kim et al., 2008].

B cycnenaupoBaHHBIX TaOayHBIX KiE€TKaX, oOpaOOTaHHBIX 3IMCHUTOPAMH
puzobakTepuil (TUmononucaxapuabl, cuaepodopsl U QuaresuinH), cnocoOHBIMU
uHAyuupoBarhk ISR, yBennuuBaioch cojuepikaHue peakTHUBHBIX (POpPM KUCIOpOna,
VMOHOB KaJbIIMsl U MPOUCXOAMIIA cllabasi KPaTKOBPEMEHHAs! aKTHBAIIUS YKCIPECCUU
3amUTHBIX TeHOB [van Loon et al., 2008]. L{uTonoruyeckue ucciae10BaHus BbISIBIIN
ycuiieHHe B Xozie pa3BuTus ISR aBroduiyopeciieHIiu 3uiepMaibHbIX KJISTOK H3-3a
HakoIieHus (PeHONIbHBIX coeauHeHuil [Jeun et al., 2004] u oOpa3oBaHue maIMILI,
Oorareix kajuio3oi [van der Ent et al., 2009], 4To npensTcTBOBAJIO MPOPACTAHUIO
crop u (POPMUPOBAHUIO AIIPECCOPHIA TATOTECHOB.

Takum o6paszom, usyuenue peHomena ISR rmMeeT He TONBKO TeopeTHYECKOE
3HAYCHHUE JUIsl IOHUMaHMsI MEXaHH3MOB B3aUMOJICHCTBUS PACTCHUN C HEITAaTOT€HHbBI-
MU U TIATOTCHHBIMU MUKPOOPIaHU3MaMHU, HO U BAXKHO B ITPAKTHYECKOM IljIaHe. Pu3o-
0aKTepuH U MHUKOPU3HBIE IPUOBI YTHETAIOT MATOTCHHYO0 MUKpOGUIOpy B puzocdepe,
MHAYLIUPYIOT yCTOMYUBOCTh PACTEHUM K MTATOTCHAM M HEOJIaronpusiTHIM (hakTopam
BHEIIHEH CpeJibl, CIOCOOCTBYIOT JIyUIIEeMy POCTY U Pa3BUTHIO PACTCHUN U TEM ca-
MBIM ITOBBILICHHIO UX YPOXKAHHOCTH.

7.10. NepekpecTHasa 3awWmuTa

Eme onHuM ciydaem CUCTEMHOH MPpHOOPETEHHON yCTOWYMBOCTH K 3apake-
HUIO BUpYycaMu sBJsieTcsl JeHOMEH NepeKpecTHOM 3auThl. B kieTku pacteHuii Mmo-
IYT HONaaaTh YacTULBI PAa3HBIX BUPYCoB. OHU CIIOCOOHBI Pa3MHOXKATHCSI, HE BIUSI
Ipyr Ha apyra. OfHAKoO yalle BUPYChl B3aUMOJCHCTBYIOT MEXIy COOOH, 4TO mpu-
BOIOUT K YCHUJICHUIO (SIBJIEHHE CHHEpPIu3Ma) WM YTHETeHHIO (MepeKpecTHas 3allu-
Ta) PENPOLYKIMU OAHOTO U3 BUPYCOB. Tak, 3apakeHre pacTeHUH Tabaka U TOMaTroB
X-Bupycom kaprodens B npucyrctur BTM nnm Y-Bupyca kaprodens yCHInBaio
narojoruyeckoe neiicreue X-Bupyca kaprodens u ero penpoaykuuio [Croden-
ko, Kymuupenko, 1974; Ross, 1959; Stouffer, Ross, 1961; Goodman, Ross, 1974].
VYnpTpacTpyKTypHBIE HCCIEAOBaHNS M OKpAIIMBAaHUE PACTUTENBHBIX TKaHeH (iyo-
PECLMPYIOIIMMH aHTHTEIAMH MOKa3ald, 4YTo 00a BUPyca pPa3MHOXKAIOTCS B OJHHUX
U TeX K€ KJIETKaX M yCHICHHOE HAKOIJICHHEe X-BUpYCa KapTOQess B JIUCThIX BbI-
3BaHO, TVIABHBIM 00pa30M, akTHBALMEH €ro PENpOAyKLINH, & HE YBEIMYCHUEM YHCTa
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nHpUIUPOBaHHBIX KIeTOK [Goodman, Ross, 1974]. [Ipudyem B xole peruinKaiuu
X-Bupyca kaprodens HaOmonanacy Jucnponopuus B cuntese (-)- u (+)-ueneit PHK
[Vance, 1991]. B onbiTax ¢ TpaHCTEHHBIMHU PaCTEHUSAMH Tabaka, SKCIPECCUPYIOLIH-
MU pa3Hble YYaCTKH FeHOMa BUpYyCa TPaBUPOBKH Tabaka, ObUIO YCTaHOBJIEHO, YTO
CHHepreTnueckas aktuBanus penpoaykuuu BTM, Bupyca orypedyHod MO3aWKH H
X-Bupyca KapTodelis MPorcXoauiia TOJIBKO B pacTeHUAX, Koaupyrommx oenox HC-
Pro [Vance et al., 1995; Pruss et al., 1997]. Bo3amoxHo, siBieHue cuHepru3zma o0y-
CIIOBJICHO CHIKEHHUEM MHTHOMPOBAHUS PENPOAYKIMH BHPYCa KJICTOUYHBIMHU Bellle-
CTBaMH I10]] BIIMSIHUEM BTOPOTO BUpYca, Tak kKak 0enok HC-Pro siBisieTcst BUpyCHBIM
CYIpPEeccopoM YMOJIKaHHs TeHOB (cM. paszzen 5.5).

SIBneHue nmepeKpecTHOM 3aIuTHI (cross-protection) wim naTepdepeHunu (an-
TaroHW3Ma) BUPYCOB 3aKJIFOYAETCSl B TOM, UTO MPEABAPUTEIBLHOE 3apayKeHUE OTHUM
LITaMMOM BHPYCa BBI3BIBAET YCTOHUYMBOCTD PACTCHUH K OCIEAYIOIEMY HHPHUIIHPO-
BaHUIO APYTUM IITAMMOM 3TOTO BUPYCa UM POJCTBEHHBIM BUpycoM. OHO BIIEpBbIE
obu10 onucano B 1929 r. X. MakKunuu [McKinney, 1929 - nur. no Matsto3, 1973],
KOTOPBIN MOKa3ajl, 4YTO MOCIe HHOKYJIALUY TaMMoM BTM, BBI3BIBAIOIINM 3€JIE€HYI0
MO3aMKy, y PacTeHUl Tabaka He MOSBIISIOTCS HOBBIE CUMIITOMBI 3a00JIeBaHuUS MIPH
MOCIEeYIONEM 3apakeHHH UX «oKenThiM» mramMmmoM BTM. 3arem T. Tynr [Thung,
1932 - 1ut. mo M»aTh103, 1973 ] MOBTOPMIT STU OMBITHL U HE CMOT BBLACIUTH YaCTUIIBI
(<GKENITOTOY» IITaMMa M3 JINCTHEB, YTO CBUIETEILCTBYET 00 YTHETEHUH €TI0 PEIIPOILyK-
LUK [IPU CMELIaHHOM 3apakeHud. OJHAKO TO03kKe ObIIO YCTAaHOBJIEHO, YTO MHTEp-
(epeHIMs BUPYCOB HE Bceraa 00eceunBaeT MOTHYIO 3allUTy PACTeHUH OT BTOPOTO
mramma. Tak, 3apakeHne HeKpoTnueckuM mrammom BTM pactenuit N. sylvestris,
MpeABapUTeNbHO MHOUIMPOBAHHBIX mTamMMoM BTM, BhI3bIBalOIIMM MO3aH4HbIE
CHUMIITOMBI, IPUBOAMIIO K 00pa30BaHMIO JIOKAJIbHBIX HEKPO30B Ha MUCThsX [Fulton,
1951]. Pactenust TomaToB nmproOpeTanu yCTOMYMBOCTh K cypoBoMy mrtammy BTM
Mociie MHOKYISILUH clIab0maTOreHHbIM IITaMMOM 3TOTO BUpYycCa, HO aHTUTEH Cypo-
BOTO ITaMMa oOHapyxuBaics B IucThiax [Cassells, Herrick, 1977]. bouia BeisiBie-
Ha 3aKOHOMEPHOCTH: 4eM 0oJiee pOACTBEHHBI MEXKIY COOOM ITaMMBI, TEM CHUIIbHEE
BBIpaXKEHA TepeKkpecTHas 3ammrTa [MaThro3, 1973]. IloBblieHHE KOHUEHTpALUH
BUpYyCa-3alllUTHUKA B MHOKYJIOME BBI3bIBAIO Oo0Jiee 3HAUUTENbHOE yrHETEHHE 00-
pa3oBaHMsI JIOKATBHBIX HEKPO30B, HHIYLIMPOBAHHBIX BTOPHIM IITaMMOM [Kypasies,
1979]. U, HaobopoT, 04eHb BBICOKAsi KOHLIEHTPAIMS BTOPOTO BUPYCa B HHOKYJIIOME
MOXET CHOCOOCTBOBaTh MPEOJONCHUIO TiepekpecTHol 3amuThl [Cassells, Herrick,
1977]. bonblioe 3HaueHUe ISl pa3BUTHUS MIEPEKPECTHOM 3aIUTHl UMEET MHTEpPBaJ
MEXIy TepBOH M BTOPO HHOKYISIUAMU. OOBIYHO MOJIHAS 3aIUTa yCTaHABIUBACT-
cs uepes 1-2 Hen mocie MepBUYHOTO 3apakeHus. Tak, HanmpuMep, ObUIO YCTaHOBIIE-
Ho [Walkey et al., 1992], yTo ycTOWYMBOCTH K CypOBOMY LITaMMY BHpYCa KEITOH
MO3aMKH IYKKHHH Y pacTeHHI IIyKKHHH, 3aPaKCHHBIX CIa0bIM ITAMMOM 3TOTO BHU-
pyca, He TIposBIIsAIIach 4epe3 2 CyT Mociie MepBOi MHOKYISIHH, Oblia c1aboi uepes
7-8 cyT M MOJTHOCTBIO pa3BUBajiach TOJIbKO Ha 15 cyT. Ha kierouHoM ypoBHE WH-
TepBaj MOXKET ObITh MeHbIIe. M30aupoBaHHbIE TPOTOILUTACTHI Ta0aKa CTAHOBUIINCH
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YCTOWYHMBBIMH K OPOMOBHUPYCY XJIODOTHYHOW MSATHUCTOCTH BUTHBI uepe3 § 4 mocie
WHOKYJISIIIAN IPYTUM OPOMOBHPYCOM — BHPYCOM MO3aWKH KocTpa [Watts, Dawson,
1980]. BeposaTHo, 0HOW M3 MIPUYUH YCTOWYHMBOCTH U30JIMPOBAHHBIX MTPOTOILIACTOB
KO BTOPOMY BHUpYCY siBJIsSeTCSl ero Hed(D(eKTHBHOE CBSI3bIBAHUE HA MOBEPXHOCTH
MIPOTOIJIACTOB BEIIECTBOM TIEKTHHOBOW MPHPOJIBI, BHIJEISEMBIM B Ipoliecce OHo-
reHesa KJICTOYHOU CTEHKH, Kak 9To Obi10 nmokazano KO.H. Xypasnessim [1979]. Un-
TEpEeCHBIE PEe3YJbTAThI OBLTU MOJTYYEHBI IPH 3JICKTPOHHOMHUKPOCKOIIMYECKOM HCCIIe-
JnoBaHUK (POPMHPOBAHHS BUPYCHBIX arperaroB, 00pa3yrONIUXCsl MMOCIIe 3apaXKeHHsI
pasHBIMH [ITAMMaMH BUpPYca MO3aWKH JIOLEPHBL. [Ipy COBMECTHOM 3apakeHHU M
IIPYU MHTEpBAJIC MEXK]y MHOKYISIMSIMU He OoJiee 4 4 arperarbl JAByX THUIIOB COCE]l-
CTBOBAJIM B KJIETKaX JIPYT C JApyrom. Ecim BTOPYI0 HHOKYIISIIMIO IPOBOIMIIN uepes3 7
Y, TO 9TH arperarbl pacroyiarajich y)Ke B Pa3HbIX YacTsX [IUTOILIa3Mbl KIeTKH. [Ipu
uHTepBaie 10 4 OHU BBISABISUTUCH B pa3HbIX KIETKax. [Ipy MoIHOM pa3BUTHH Tiepe-
KPECTHOM 3alllUTHI arperarsl BTOPOro mramma He 0butn oOHapyxkenst [Hull, Plaskitt,
1970]. OTi nanHBIe CBUACTEILCTBYIOT O KOHKYPEHIIMH UHTEP(HEPUPYIONUX IITaM-
MOB 3a MeCTa CHHTE€3a BUPYCHOTO Marepuania.

Bbu10 MpeanioxkeHo HECKONBKO TUIOTE3, OOBICHSIONMINX MEPEeKPecTHYIO 3a-
muty [MbaThio3, 1973], HO B CBSI3M C MOSydyeHHEM HOBBIX JAHHBIX O CTPOCHUH U
IKCIIPECCHU BUPYCHBIX TEHOMOB, CO3/[aHUEM TPAHCTCHHBIX PACTEHHM, DKCIIPECCH-
PYIOIIMX BUPYCHBIE T€HBI, B HACTOSIICE BPEMsI HMEETCS TOJBKO JBE MOJEIU (yHK-
UOHUPOBAHUS TTEPEKPECTHON 3amuThl. COTNIACHO MEPBO MOJENH CyIeCTBEHHAs
PO OTBOIUTCS OENKy OOOJOYKH BHUpYycCa-3alllUTHUKA. TpaHCTEHHBIE pacTEeHHs CO
BCTPOCHHBIMU T€HOM OelTka 000JIOYKH OBbLIIH YaCTUYHO YCTOWYHBBI K BUPYCHOM HH-
(dexuuu [Abel et al., 1986; Beachy et al., 1990]. [Ipuuem pacteHusi, SKCIPECCUPYO-
e reH 6enka o6onouxku BTM, 6b111 6osiee yCTOMUMBEI K 3apakeHUI0 BUPYCHBIMHU
YyacTUIIaMU, YeM K 3apaxenuto supycHoit PHK [Abel et al., 1986], HO 3TOT 3dpekT
HaOmromaeTcst He Beerna [ Valkonen et al., 2002]. Bpiio BbICKa3aHO MPEIIONIOKEHUE
[Register, Beachy, 1988], uro 3amuTHOE AciicTBHE Oeka 000IOUYKH MOXKET OBITH
00yCIIOBJICHO MHTHOUPOBAHUEM JICIPOTEHHHU3AIIMN YaCTHI[ BTOPOTO BHpyca. Jlei-
CTBUTENFHO, CBOOOTHBIE CyObeANHUIIEI Oenka o0omoukn BTM monasisiim pasnesa-
nue PHK BTM [Michael et al., 1986].

YCcTOWYMBOCTh TPAHCTEHHBIX PACTCHUH K BUpYyCaM orpeenisieTcs OeJIkoM, Ko-
JIMPYEMbBIM TpaHCTeHOM, Win Tpanckpuoupyemorr ”PHK [Wilson, 1993; Lomonos-
soff, 1995]. Ycrol4umBOCTh pacTeHHI, IKCIPECCUPYIONUX TeH Oelka 00O0JOYKH,
Oblma OOJBINIE CBs3aHA C HAKOIUIEHHEM 3Toro Oenka, gem ero mPHK [van Dun et
al., 1988; Powell et al., 1990; Tascher et al., 1994]. B atux paborax Oblia moka3zaHa
npsiMasi 3aBUCHMOCTh YCTOMYMBOCTH PACTEHUI OT YPOBHS HaKoIIeHuUs Oeika. My-
TaIMH, IPUBOJISIINE K U3MEHEHUIO CHHTE3a OeKa, BN Ha YCTOMYMBOCTH pac-
TEeHUH, HO He BIMsITH Ha HakorieHue nPHK. OxgHako y TpaHCTEHHBIX PAaCTeHHN CO
BCTPOCHHBIMU T€HAMU ITOTUBUPYCOB Obllla 00OHapyKeHa WHasi KapTuHa. B aTom ciy-
gae yCTOWIMBOCTH PACTCHHH K 3apaskeHUI0 OOJIbIIIe 3aBrcesna oT HakoruieHus nPHK,
yem Oeska ooosouku [Lindbo, Dougherty, 1992a,b; van der Vlugt et al., 1992]. Cuu-
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Taercs, yTo HakoruieHue nPHK aktuBupyer MexaHU3Mbl pacTEHUS-X03UHA, IPUBO-
Jsmme K crienuduaeckoit nerpaganuu supycuoit PHK nocne 3apaxkenust [Lindbo
et al., 1993; Smith et al., 1994]. meHHO Ha 3THX MeXaHU3MaX OCHOBaHA BTOpas
MOJIeNIb TepeKpecTHON 3amuThl. B pasaene 5.5 kparko onucansl npumepsl PHK-
OIIOCPEIOBAHHON YCTOMYMBOCTH PACTEHHH K BHpPYCaM M MEXaHH3MbI YMOJKAHHS
TCHOB.

Takum 00pa3om, mepekpecTHas 3alyTa, OCHOBaHHAs Ha OEJIOK 000JIIOYKHU- U
PHK-omocpenoBaHHBIX MEXaHU3Max YCTOMYMBOCTH, a TAK)KEe KOHKYPEHIMH 32 Me-
CTa CHHTE3a BUPYCHOTO MaTepHaa, JOBOJIbHO YCIEIHO 00eCeyrBaeT 3aluTy pac-
TEHUH OT BTOPUYHOTO 3apaXKCHUsSI POJICTBEHHBIMU IITAMMAMK U BUPYCaMH.

[epekpecTHast 3a1uTa BHa4ajIe yCIeIHO TPUMEHSIIOCH Ha IPaKTHKE, 0COOCH-
HO B YCIIOBHSIX 3aKPBITOTO TPYHTA, KOTJIa PACTCHHUsI 3apakalid cI1abonaToreHHBIMU
ITaMMaMH{ BUPYCOB (SIBJICHUE BaKIIMHAIMU pacTeHuid). OHAKO METO BaKIIMHAIIUH
HMeeT psiJl OTpaHUUEHHI: CITa00NaTOreHHbIE ITAMMBI YaCTO CHIKAIU YPOKAaHHOCTD
pacrenwuii Ha 5-10 %, HepocTarouHas 3pHEeKTUBHOCTH 3aIIUTHI, BAKIIMHUPOBAHHbIE
pacTeHHs SBISIFOTCS PE3ePBYapOM JUISl BUPYCa U MOTYT CIIYKUTh HCTOYHUKOM HH(EK-
LUK JUIs APYTHX 00Jiee YyBCTBUTEIBLHBIX K 9TOMY BUPYCY PACTCHHH, HE UCKITIOUEHA
BO3MOJKHOCTh BO3SHUKHOBEHHSI CHHEPTHYHON CMEIIaHHOH MH(EKIUH MpU Homnaaa-
HUM HEPOACTBEHHOTO BHpYCa M, CIIEJOBATENBHO, PA3BUTHUS TSDKEIIOTO MOPAKEHHS
pacTeHUl, TEHOM BaKIMHHOTO IITaMMa MOKET MyTHPOBATh WM PEKOMOMHHPOBAThH
C JpYTHM BUPYCOM C 00pazoBaHHEeM HOBOTO Oojiee BpemoHOcHOro Bupyca [Fulton,
1986]. Ilo aTM mpuuYMHaAM, a TaK)Ke M3-3a BBIBEIEHUS HOBBIX BUPYCOYCTOWYHMBBIX
COPTOB U CO3JJaHUSI METOJaMU TEHETUYECKO MH)KEHEPHH PACTCHUH, YCTOMYMBBIX K
MaToreHam, BpeIUTeNsiM, TepOuIuIaM 1 HeOIaronpusTHeIM (hakTopam Cpejibl, Bak-
LIUHALKUS paCTEHHUI MOCTENEHHO MOTepsia MPaKTUIECKOE 3HAUCHHE.

[enernueckasi MHXEHEPUST PACTEHUI cTana BO3MOXKHA B pe3ynbTare JIOCTHU-
KCHUI MOJIEKYJISIPHOM OMOIOTHH B mociieaneil uetseptu 20 Beka, KOraa cTano Bo3-
MOYXHBIM NIEPEHOCHUTD OT/AEIbHBIC TEHBI U3 OAHUX OPTaHU3MOB B PYTHE U MOTY4aTh
HOBBIC PacTeHUs ¢ yaydlieHHbIMU cBolicTBamu [Herrera-Estrella et al., 1983]. Tax,
TPaHCTEHHBIE PACTEHUSI CO BCTPOCHHBIMH T'eHaMH HE()YHKUIMOHAIBHOW BUPYCHOMH
perunkassl [ Longstaff et al., 1993; Audy et al., 1994; Brederode et al., 1995; Rubino,
Russo, 1995; Sijen et al., 1995], nedexrnoro Tpancnoptroro Oenka [Lapidot et al.,
1993; Malyshenko et al., 1993; Cooper et al., 1995] u Genka obomouku [Abel et
al., 1986; Beachy et al., 1990] 6butM 4acCTHYHO YCTOWYMBBI K BUPYCHOH MH(EKLINH.
YCcTOWYMBOCTh TPAHCTEHHBIX PACTEHUH CO BCTPOCHHBIM T'€HOM TPaHCIOPTHOTO
Oenka He cnenn(UYHA: PACTCHUS, IKCIIPECCUPYIOLIIE TPaHCHOPTHBIN Oerok BTM,
ObUTM yCTOWYMBBI K TOOaMO-, MOTEKC-, KyKyMo- U ToOpaBupycam [Cooper et al.,
1995]. IlepBbie ycremHbie MOJIEBbIC HCIBITAHHUS BUPYCOYCTOHYUBBIX TPAHCTEHHBIX
pacrenwuii Obii mpoBeeHb! B CHIA B 1986 1, a B 1999 1. moceBbI TpaHCTEHHBIX pac-
TeHul 3ansuu okono 40 mutH. ra [Pomanos, 2000]. Takoit OypHBIi pocT 00yCIIOBIICH
HEOOXOJMMOCTBIO 00ECTICUCHHUS HACEICHHSI TPOIOBOJILCTBHEM M MIPOMBIIIUICHHOCTb
CBIPbEM.
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ITomumo MPAKTUYICCKOI'O 3HAYCHU S I'CHCTUYCCKAA NMHIKCHEPUS CII0coOHa BHe-
CTH CyHIeCTBCHHLIﬁ BKJIaJ B pa3BUTUC q)YH}IaMGHTaIILHBIX 3HAHUM O JKHU3HECACATCIIb-
HOCTHU paCTeHHfI. I/ICHOJ'IB3y$I IIPUCMBI T' CHCTUYECKOM HWHKXCHCPUU MOKHO BBISACHATDH
q)YHKIII/II/I OTACJIBbHBIX T'CHOB, OCJIKOB U M3y4aTh 3alllUTHBIC PCAKIIUU PACTCHUS B OT-
BCT Ha CTPECCOBBIC NU3MCHCHUA oxpyxca}omeﬁ CpCabl U MIOPAKCHUC MTATOTCHAMMU.



8. BMEHEHUA METABOJIU3MA PACTEHWUIA, NPUBOAALLME
K PASBBUTUIO YCTONYUBOCTU K NMATOrEHAM

B mpenpimymux riaBax y)e OMHCHIBAIACH U3MEHEHHS MeTaboIn3Ma pacre-
HUU, TPUBOASIINE K Pa3BUTHIO YCTOMYMBOCTH pacTeHU. B 3Toil maBe npo10mKeHo
OTMCaHNe HEKOTOPHIX M3MEHEHNH MeTabosM3Ma pacTeHuH, pa3BUBAIOIINXCS B pac-
TEHHUSX B OTBET HA 3apa)KCHHE IMaTOT€HAMHU W TTOBBIIIAONINX YCTOHYUBOCTh pacTe-
HUH.

8.1. JInTu4yeckmm KOMNapTMeHT

[Ipu 3apakeHNH pacTeHUIl BUpycaMHU YBEIMYUBAETCS aKTUBHOCTH JMTHYE-
CKOTO KOMITaPTMEHTA PACTUTEIBHBIX KJIETOK YYBCTBUTEIILHBIX  CBEPXUYBCTBUTEIb-
HBIX pacTeHni. K TUTHYeCKOMY KOMITAPTMEHTY KJIETOK PacTEHHH OTHOCST MEJKUE
BaKyOJIM — MPOM3BOAHBIC YHIOMIIA3MaTHYECKOTO PETUKYITyMa U anmapara [ombmaKu
[BacunseB, 1972; benunep, 1978], dyHKIMOHUpYIOLIHE KaK IEPBUYHBIC JIN30COMBI
YKHBOTHBIX, TO €CTh CTPYKTYpPBI, COIEpIKAIllUe THAPONIA3bl, B KOTOPBIX HET cyOcTpa-
TOB JUIst 9TUX (hepMEeHTOB. BTOpUUHBIE TH30COMBI KJIETOK )KUBOTHBIX COJEPIKAT TH-
nponasbl M ux cyocrparsl [[TokpoBckuii, Tytenbsn, 1976]. Kpome sTux Bakyoneit
K JIATHYECKOMY KOMITAPTMEHTY KJIETOK PACTCHUH OTHOCATCS IIEHTpalbHasi BAKyOJb
W Jpyrue BaKyolld, SKBHBAJICHTHBIC BTOPHYHBIM JIM30COMaM KIIETOK YXHBOTHBIX,
IU1a3ManeMmMa 1 ee MPOU3BO/HBIC, B TOM YHUCIIE TTapaMypalbHbIe TeJa, a TaKKe BHe-
KJIETOYHBIE THAPONAa3bl, JJOKAJIM30BaHHBIC B KIETOUHOH CTEHKE M B TPOCTPAHCTBE
MEXIy CTEHKOU U mazManemmoit [benunep, 1978].

B nuctesx pactenuii N. glutinosa nocine 3apaxenust BTM yBenuunBanach ak-
TUBHOCTH Kuciol (ocdarassl B xnopomnacrax [Ragetli, 1967]. beuto obHapyxkeHo
MPOIYLUPOBAHUE OONBIIOTO YHCIIA My3bIPHKOB armnaparoM [0JIbKK 1 SHI0TIIa3Ma-
TUYECKUM PETHUKYIyMOM, 00pa3oBaHUE IUTOCETPECOM M LIUTOCOM, XJOPOIIACTOB
C YaleBHIHBIMH WHBAarHHAIMSIMH, COACPKAIIMMH IUTOMJIa3MaTHYECKHE KOMIIO-
HEHTBHI, yBeJIMUeHHe akTUBHOCTH Tipotea3, PHKa3 u kxucnoii pocdarassr B kiaeTkax
JIOKaJIbHBIX HEKPO30B U B IPUHEKPO3HBIX KieTKax [PeyHoB, 1989]. MHorue aBToph!
[Kim, Fulton, 1972; Chamberlain, Catherall, 1976; Rezaian et al., 1976; PeyHoB,
1980; Vega et al., 1980; Tomenius, Oxelfelt, 1982; Carr, Kim, 1983a; Hunst, Tolin,
1983; Komechuk u ap., 1987] BBIABHIM MpOJH(EpaIU0 SHIOMIa3MaTHICCKOTO
PETHKYJIyMa U YBEJIMYEHUE YKCIa TPaHyJSPHBIX U arpaHyiIspHbBIX MeMOpaH B MH-
(UIHMPOBAaHHBIX KIETKAX YYBCTBHUTENIBHBIX pacTeHWi. [Ipu 3a0oneBaHny CTUMYIH-
poBasioch 00pa3oBaHue MYJIBTUBE3UKYISAPHBIX Tel [Russo, Martelli, 1972; PeyHoB,
1980; Ll retin-Mapronuna, 1988]. B kieTkax snuaepmuca pacTeHUI MaXOpKH 4epe3
15-30 MuH mocie 3apaxkeHus pazHbIMHU IiTamMMaMd BTM ObutM BBISIBICHBI JIM30-
comornono0HkIe Bakyonu. KoianyecTBo Bakyosel Ob10 00paTHO MPOMOPLUUOHAIEHO



UsmeHeHuss Memabonuama pacmeHud, npusodswue K pasgumuto ycmol4yugocmu K 181
rnamozeHam

WHQPEKIIMOHHOCTH BUPYCa U 3aBUCEINIO OT MAaTOTCHHOCTH LITaMMa BUpyca. DTH AaH-
HBIE YKa3bIBalOT Ha 3aIIMTHYIO IPUPOAY 3TUX oOpazosanuii [[Llernnun, 1977].

B nwuromiasMe MHOTMX pacTEeHHi, MOpaKEHHBIX BHpYycamH, ObLIH OOHapy-
JKCHBI BHPYCHBIE YaCTHILIbl, OKPYXCHHBIE PETHUKYIISIpHBIMA MeMmOpanamu [Roberts,
Harrison, 1970; Matet03, 1973; Monnosan, 1979; le, 1982; Byxopsny, 1986; Musn-
ckas u ap., 1987; llteitn-Mapronuna, 1988]. B kineTkax HEKOTOPBIX UyBCTBUTEIb-
HBIX PAaCTEHUH, MOPaKEHHBIX BUPYCaMH, ObUTH BBISBICHBI YallleBHIHbIC UHBAI'HHA-
LIMU Y XJIOPOIUIACTOB, COJAEpKAIlNe KJIETOUHbIE KOMITIOHEHThI U BUPYCHBIE YaCTHIIbI
[Kozar, Sheludko, 1969; Monnosan, 1979; Peynos, 1989]. [IpucyTcTBre BUPYCHBIX
YacTHIl B BaKyoJIsIX IOKa3aHO BO MHOrmx paborax [Shalla, 1964; Milne, 1966 a;
Esau, Cronshaw, 1967; Russo et al., 1968; Martelli, Russo, 1972; Chamberlain,
Catherall, 1976; Lesemann, 1977; Peynos, 1980; Henry, 1980; PeyHoB u np., 1983,
1985; Gallitelli, di Franko, 1987; Ismail et al., 1987]. B kierkax 00JbHBIX pacTeHU
(hopMHPYIOTCS MHBarvHAaIlMM TOHOIIACTA B IEHTPAJIbHYIO BaKyojb, COIEpKallie
BupycHble yactuubl [Byxopsany, 1986]. B nentpanbHOil Bakyone ObUTH BBISBIIC-
HBI [IUTOIUIa3MAaTUYECKHE TSKM C BUPYCHBIMH 4acThuamu [Lesemann et al., 1979;
Hunst, Tolin, 1983]. B cucremHo mnpunupoBanusix BTM kieTkax TucTheB pac-
TeHuii Tabaka OblT 0OHApPYKEHBI MHBATMHALIMH LUTOIIA3MBbI, COJCpIKalIne BUPYC-
HbIE YaCTUIbl, B IIEHTPAIbHYIO Bakyosb [PeyHoB u 1p., 1983]. Bakyonu u Be3uky-
JBl COAEpIKaT BELIECTBA, CIIOCOOHBIE MHAKTUBUPOBATh BUpYCHI [bennuep, 1972 a,0;
MupocnaBos, 1974; Parish, 1975; Butcher et al., 1977].

8.2. PR-6enku

PasButne LAR u SAR dyacT4HO WHTrHOMPOBAIOCh AKTHHOMHUIIMHOM /[
[Loebenstein et al., 1968; Kassanis, White, 1974; Gianinazzi, Martin, 1977; Coutts,
Wagih, 1983; MamunoBckuii u ap., 1995], xnopamdennxonom [KoBanenko, 1983]
u mypomuninHoM [Gicherman, Lobenstein, 1968]. OTu nanHbIe CBUIETENBCTBYIOT O
TOM, YTO B PA3BUTHHU NMPUOOPETEHHOW YCTOMYNBOCTH MPUHIMAOT YYacTHE MPOIIeC-
CBI TPAHCKPUIIIINH U TPAHCIISALINH.

Pactenus oTBewaroT Ha BUPYCHYIO WHQEKIHUIO YBEITUYCHHEM DKCIIPECCHH
MHOTHX T€HOB, B TOM YHCIIC T€HOB, KOAMPYIONUX OCIIKH, CBS3aHHBIE C ITaTOTCHEe-
3oM (pathogenesis-related proteins — PR-6enku). PR-6enkamu 0603HauaroT pactu-
TeNbHBIE OSJIKH, CHHTE3 KOTOPBIX HHIYIIMPOBAH P MATOJOTUYECKUX U CBSI3aHHBIX
cutyarusx. CUTyalisi CUUTaeTCs MaToJIOTHYeCKON MPH BCeX THITaxX 3aboyieBaHUi,
BKJIFOYAs aTaKy HEMArToJ[ M PaCTUTEIbHOSIIHBIX HACEKOMBIX. CBSI3aHHBIE CHTYyallluu
BKJIFOYAIOT IPUMEHEHNE XUMHUECKUX COCTUHEeHHI, 00paboTKa KOTOPHIMHU BbI3bIBa-
eT 3¢ (eKT, aHaTIOTUYHBIN MMOPAKESHUIO TATOTEHOM, a TAaKKEe MEXaHUIECKOE ITOBPEXK-
nenue [Antoniw et al., 1980].

PR-Genku BriepBhie ObIITM OOHAPYKEHBI B CBEPXIYBCTBUTEIBHBIX PACTEHUSIX
tabaka, mopaxkeHHbIXx BTM [Gianinazzi et al., 1969, 1970; van Loon, van Kammen,
1970]. Ot Oenku cHauajga Ha3bpIBAK b-OeakaMu, IMO3Ke 0003HAYAIH KaK OCIIKH,
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CBsI3aHHBIC C maroreHe3oM [Antoniw et al., 1980], Oenku, accolMUPOBAaHHBIC C
ycroitunBocThio (RAPs) [Kassanis, 1981], crpeccosbie Oenku [Ohashi, Matsuoka,
1985b] iy BHEKIIETOUHBIE KUCTOTOpacTBOpUMEIe Oenku [Konecuuk, 1991]. Bee atn
TEPMUHBI ABJISIFOTCS HE COBceM ynauHbiMHU. OOmmenpunsToe HazBaHue “PR-O6enku”
MpE/IIoaraeT, YT0 OHU MHYIIUPYIOTCS naTtoreHamu. OIHaKo, KaK OyJeT TOKa3aHo
HUXE, 3TU OCIIKM CHHTE3UPYIOTCS B 3JIOPOBBIX PACTEHHSIX B MPOIECCE OHTOTEHE3a.
Kpome Toro, oHu 0OHApYKEHBI HE TOJIBKO B MEKKIICTOUHOM IPOCTPAHCTBE, HO U B
IJ1a3MO/IeCMax M BHYTpPHU KJIETOK. HaiiieHbl OCHOBHBIC (IIETIOYHBIC) aHAIOTH KHC-
JIBIX 0enkoB. Tak, U3 MEXKKJIETOYHOI'O MPOCTPAHCTBA HEKPOTU3UPOBAHHBIX JINCTHEB
pacrenuii kaprodens 15 copros, nHOKynupoBaHHbIX mTamMmmoM U, BTM, Gbuin Bbl-
JICJICHBI 9 KHUCIBIX ¥ 6 OCHOBHBIX OElIKOB, aHajoroB Oenkam PR-1a, b u ¢ u3 pacre-
Huli Tabaka [Parent, Asselin, 1987]. Tem He MeHee, B TEKCTe Oy/IeT UCTIOIB30BAThCS
HaunOoJsee yrnorpebisieMmoe Ha3BaHHe, TO ecTh PR-0enku.

PR-Genku oOHapykeHBI Y MHOTHX BUJIOB PACTEHHM, BXOSIIUX B COCTaB 13
cemeiicTB [van Loon, 1999]. MHOrouHCIEeHHBIMH HCCIIEIOBAHUSMU TTOKa3aHO, YTO
cuHte3 PR-0enkoB MOkeT ObITh WHAYIIMPOBAH BUPYCaMU, BUPOUJAMH, TPUOAMU U
OaKTepUsIMH B PACTCHUSIX, CBEPXYYBCTBUTEIBHO PEardpyONIUX HA ATH IaTOI'CHBI,
a TaK)Ke TOKCHMHAMU IaTOTCHOB, DIIMCUTOPAMHU M BellecTBaMu (IIOJUAKPHUIOBAS U
CaJIMIIUIIOBAasT KUCJIOTHI, aCITUPHH), TTOBBIIIAIIIUMYU YCTOHYUBOCTh PACTCHUN K 3a-
paxkenuto Bupycamu [Gianinazzi, Kassanis, 1974; Coutts, 1978a; White, 1979; An-
derbrhan et al., 1980; Antoniw, White, 1980; De Wit, Bakker, 1980; Gianinazzi et
al., 1980; Ahl et al., 1981, 1982; Abu-Jawdah, 1982; Redolfi et al., 1982; Hadwiger,
Wagoner, 1983; Cramer et al., 1985; Hooft van Huijsduijnen et al., 1985; Lucas et
al., 1985; Ohashi, Matsuoka, 1985a; Szczepanski, Redolfi, 1985; Kombrink, Hahl-
brock, 1986; Somssich et al., 1986; Dumas et al., 1988, 1995; Fischer et al., 1989;
Bol et al., 1990; Nasser et al., 1990; Ohshima et al., 1990; van der Rhee et al., 1990;
Brederode et al., 1991; Linthorst, 1991; Stintzi et al., 1991,1993; Ward et al., 1991a;
Yalpani et al., 1991; Malamy et al., 1996; Roberts, Bowles, 1999]. Brino cnenano
npeanonoxenue [Mauch et al., 1984], yTo 3THUNCH, ATOTEHBI U AITUCUTOPHI SIBIISI-
FOTCSL OT/ICJIbHBIMH HE3aBUCHMBIMH CUT'HAJIAMU JIJISl MHAYKIUU cUHTe3a PR-0enkoB.
[TokazaHo, uTo OOpa3zoBaHUe KUCIBIX PR-0ETKOB akTHUBUpPYeTCS CUTHABHBIM ITy-
TEM, 3aBUCUMBIM OT CAJIMIIMIOBOM KHUCIOTHI, & HAKOIUICHUE OCHOBHBIX PR-OenkoB
perynupyercst 3TWIEH3aBUCUMBIM cUTHalbHBIM yTeM [Cordelier et al., 2003].

Muoro PR-0enkoB HakariMBaioCh B 3MUISPMUCE U MEKKJICTOYHOM IPO-
cTpaHcTBe JiucTheB [Gianinazzi et al., 1977b; Parent, Asselin, 1984; Fortin et al.,
1985; Grenier, Asselin, 1986; Hooft van Huijsduijnen et al., 1986; Carr et al., 1987,
Dumas et al., 1987; Ohashi, Matsuoka, 1987; Roggero, Pennazio, 1989; van Loon,
Gerritsen, 1989; Dani et al., 2005]. HanGonee akTHBHOE HAKOIIEHUE OEJIKOB TPYTIIIBI
PR-1 npoucxomuiio Bokpyr uHpeknnoHHoro Mmecra [Antoniw, White, 1986; Heitz et
al., 1994]. C nomomsro uMmMyHO(IyopeceHTHOM Mukpockonun PR-b, u npyrue
CEPOJIOTUYECKHU POACTBEHHBIC OCJIKK OB OOHAPYKEHBI B allOIIACTE U IIUTOILIA3ME
kietok [Dumas et al., 1988]. beuto nmokasano [Boller, Vogeli, 1984; Mauch, Stache-
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lin, 1989; Mauch et al., 1992], uyto GoJbIlas YacTh XUTHHA3BI, CHHTE3 KOTOPOW WH-
JOYLIUPOBaH STHIICHOM, HaXOAUTCS B BaKyoJsiX. Tpu u3o3uma f3-1,3-rmokanassl ObLH
HalJIeHbI B MEKKIIETOYHOM TIPOCTPAHCTBE JINCTHEB PACTCHUH Tabaka H 1Ba M303UMa
B IIeHTpasibHOM Bakyose [Van den Bulcke et al., 1989]. Ucnonb3ys nuMMyHORIIEK-
TPOHHYIO MUKPOCKOITUIO, BBIABUIN PR-0€/0K, aHTUTEHHO POICTBEHHBIN TA0aYHOMY
PR-1 6enky, B 1a3moaecMax KOpPEIkoB Mauca, 3apakeHHbIX rpudom [Murillo et al.,
1997]. Cuuraercsa [Mauch, Stachelin, 1989], uro mexknerounsie PR-0enku oOpa-
3yIOT MEPBYIO JUHUIO OOOPOHBI OT MAaTOT€HOB, TOTA KaK B Pe3y/bTare pa3pylleHHs
TKaHH BakyoJsipHble PR-0enku 1eHCTBYIOT BO BTOPOI JINHUH.

B ompiTax ¢ mpuBHBKaMU pacTeHUH Tabaka, CHHTE3UPYIOLINX deKTpodope-
TUYECKU paznuuHble PR-0enku, ycTaHOBIEHO, YTO OHU HE TPAaHCIIOPTHPYIOTCS W3
MIEPBUYHO 3apakKCHHBIX JIUCTheB MO pacTeHuto [Gianinazzi, Ahl, 1983], xoTs ux
TPaHCIOPT MO PaCTEHHIO BO3MOXKEeH. Tak, B KCHJIEMHOM COKE 3I0POBBIX pacTCHHH
orypuoB Obuta oOHapyeHa Kucias xutrHaza [Masuda et al., 2001], a y pactenuii
TOMaToB — O€JIKH, CTPYKTYPHO TIOXOKHE Ha JIUMUA-TpaHCTIOpTHEIE Oeiku [Rep et al.,
2003]. MHoro PR-0enkoB OBUIO BBISIBIICHO B TYTTAllMOHHOHN >KHUJKOCTH, BBIJICIISIC-
MOIi uepe3 THIaTo/bl, y 310POBIX pacTeHui ssumens [Grunwald et al., 2003].

Cas13b Mex 1y HakoruieHneM PR-0enkoB 1 pazBuTreM npruoOpeTeHHOH ycTol-
YUBOCTH K MMOBTOPHOMY 3apa)KEHHIO MATOTEHOM MPUBENO K MHEHHIO, YTO OHHU SIB-
JIIIOTCSL Mapkepamu 3t1oit ycrorunBoctu [Ward et al., 1991b; Uknes et al., 1992;
Kessmann et al., 1994a]. D10 MHEHHE TIOATBEPKIACTCS HATUYUEM MYTAaHTOB pac-
tenuii 4. thaliana (nprl [Cao et al., 1994], nimI [Delaney et al., 1995), y xoTopsix
HakoruieHne PR-0enkoB coBmanano ¢ pazBuTreM MpuoOpPETEHHOH YCTOHUMBOCTH K
MaTroreHam, 1 MyTaHTa cprl, KOHCTUTYIMOHHO YCTOWYHMBOTO K MATOTeHaM U TOCTO-
SIHHO 3KcTpeccupytomuero reusl PR-0enko [Bowling et al., 1994]. Briio nmokazano
[Brederode et al., 1991], uto B cBepXuyBCTBUTEIBHBIX pacTeHUsAX Tabaka copra Cam-
cyH NN, 3apaxxenusix BTM, npoucxoauna skcnpeccus reHoB Kucibix PR-0enkoB B
MEPBUYHO MHOKYJIMPOBAHHBIX U B BEPXHUX HEHH(HLIMPOBAHHBIX JHCTBSIX, & TCHBI
OCHOBHBIX PR-0ekoB 3KCIIpeccupoBaich TOIBKO B 3aPayKEHHBIX JTHCThsIX. OHAKO
pu300aKTepuu, 3acesiomye KOpHA pacTeHuil A. thaliana v He ABISIOIIUECS TaTO-
TeHaMH, BBI3BIBAJIM y 9THX PACTEHHH CHCTEMHYIO MPHOOPETEHHYIO YCTOMYUBOCTD,
HE3aBUCHMYIO OT 3Kcripeccuu PR-renos [Pieterse et al., 1996].

Bricokoe conepkanne PR-0enkoB B 3apak€HHBIX PAaCTCHHUSIX BBI3BAHO CHH-
Te30M ux de novo [van Loon, 1983, 1985;Carr et al., 1985; Jamet et al., 1985;
Matsuoka et al., 1985, 1988; Pfitzner, Goodman, 1987]. Beiio BeICKa3aHO Mpe/Io-
noxenue [van Loon, 1983], uto sTuiieH unaynupyet oopazosanue PR-0enkor. D10
MPEANON0KEHNE OCHOBAaHO Ha cieAyromux ¢akrtax. [IpeamecTBeHHUKH 3THIICHA
(aredon m 1-aMuHOLMKIONpPOIaH-1-KapOOKCHIIOBas KHUCIIOTa) CTUMYJIUPOBAH, a
creunpruecKuii THTUOUTOP CHHTE3a dTHIICHA (AMUHOATOKCUBUHIIITIINIMH) OIOKH-
poBan cunte3 PR-0enkoB. AKTHHOMHUIMH J| 9acTHYHO MHTHOMPOBAN CHHTE3 3THU-
neHa u PR-6enkoB [van Loon, van Kammen, 1970; de Laat, van Loon, 1983; van
Loon, 1983; Brederode et al., 1991; Eyal et al., 1992]. beuto nokazano, 4To 3THIICH
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WHAYIHUPOBAJ MOBBIIICHUE aKTUBHOCTH XMTHHA3bl U [-1,3-IIr0KaHa3bl B JUCTHIX
pactenuti daconu [Abeles et al., 1970; Boller et al., 1983; Boller, Vogeli, 1984;
Mauch, Staehelin, 1989; Mauch et al., 1992]. OnHako B ombITax ¢ OOJBHBIME pac-
TEHHUSIMU TOpPOXa OBIJIO YCTaHOBIIEHO, YTO 00paboTKa aMUHOATOKCHBUHMIITITMLTHOM
CHIYKAlla COJIEpXKaHUE STUIICHA B TKAHSIX CTPYYKOB, HO HE BIHsJIa Ha aKTMBHOCTb
stux pepmentoB. Hakormernne nPHK ans PR-1B1 B pacteHusx ToMaroB, mopaxeH-
HBIX OakTepusmu Xanthomonas campestris pv vesicatoria, He 3aBHCEJIO0 OT dTHIICHA
[Lund et al., 1998].

PR-Genku ObUH Ha3BaHBI Kak Pr-1a, -1b, -1c, -N, -0, -P, -Q, -R, -S B nopsixe
yOBIBaHMS UX MOJABMKHOCTH MPH MEKTpodope3e B HATUBHBIX ycioBusx [Pierpoint,
1986]. 10 rnaBHbIX KHCcIBIX PR-0enkoB, 0OHApyKEHHBIX B Ta0a4HbIX PACTECHHSX,
Obutn pazaenensl Ha 5 cemeiictB (PR-1 — PR-5) mo ux M. M., aMUHOKHCIIOTHOMY
COCTaBY, aHTUTEHHBIM CBOMCTBaM M NOCJENOBATEIbHOCTH HykieoTHnoB B KIHK.
B 1994 rogy Ha ocHOBE aMMHOKHCIOTHOM MOCIEA0BATEIbHOCTH, CEPOIOTHYSCKIM
CBOMCTBaM, SH3UMHON M OMOJIOTMYECKON aKTMBHOCTH Obla co3faHa YHHU(QHIUPO-
BaHHAs JUIA BCEX pacTeHUi HoMmeHkiarypa PR-6enkoB, cocrosmas u3 11 cemelicTs
(PR-1 — PR-11) [van Loon, 1999]. Kpome Toro, mocie JUCKYyCCHU Ha 5 MeKAyHa-
ponHoMm cumniosuyme 1o PR-6enkam B 1998 1. B . Aussois (Dpaniust) 00 aHTHMH-
KpOOHBIX Oekax Je()eHCUHAX, THOHWHAX U JINITUI-TPAHCIIOPTHBIX OeJKax, SKCIpec-
CHs TeHOB KOTOPBIX HHAYLHPYETCS B pacTeHUsIX NpH 3a0oneBanuu [Broekaert et al.,
1997], B cocraB cemeiicTB PR-0enkoB ObUIM BKITIOUSHBI PACTUTENbHBIE Ae()EHCHHBI
(PR-12), Tronunsl (PR-13) u nunun-rpancnopraeie 0enku (PR-14), obnanatomnue
AHTHUMHUKPOOHOU akTUBHOCTEIO [van Loon, van Strien, 1999]. HexaBuo HoBbIe PR-
OesKy ObUTH BBISABJIICHBI M KIACCU(QHUIUPOBAHBI B TPU JIOMOJHUTEIBHBIX CEMEHCTBa
(PR-15, -16 u -17) [Park et al., 2000; Christensen et al., 2002].

Hwxe npuBonuTCst Kpatkasi XxapakTeprcTuka cemeiictB PR-0enkoB.

CemeiictBo PR-1. DTu Genky HakamivBajikCh B PACTCHMSX, MOPa)KEHHBIX
OakTepusiMu, BUpycamu, Bupounamu u rpudamu [Ahl et al., 1981; Ahl, Gianinaz-
zi, 1982; Camacho Henriquez, Sianger, 1982, 1984; De Wit, Van der Meer, 1986;
Cornelissen et al., 1986b, 1987; Nassuth, Sanger, 1986; Christ, Mosinger, 1989;
Joosten, De Wit, 1989; Payne et al., 1989; van der Rhee et al., 1990; Eyal et al.,
1992; Alexander et al., 1993; Uknes et al., 1993a]. Hakomenune PR-1 OeskoB 3aBu-
ceno oT TeMneparypsl cpesl. [lpu Temmeparype 28°C He GOpMUPOBATUCH JIOKATIb-
HBIC HEKPO3bI B JIUCTHSIX PACTCHUH Tabaka, 3apakeHHbIX BTM, 1 He HaKarIMBaJInCh
PR-1 Genku. [lpu cHmwkennn temmeparypsl 10 22°C pa3BUBaJIach CBEpXUyBCTBHU-
TEeNbHAs PEeaKlus U MOBBIIIAIOCH COEPKAHNE ITHX OENKOB B JIUCThIX [Malamy et
al., 1992].

B cocraB cemelicTBa BXOIAT KUCJIbIE OEKM W UX OCHOBHBIC aHaJord. Bce
Tpu kucibix Oenka (la, 1b u lc) UMEIOT MpUMEPHO ONUHAKOBBIE M. M. (OKoJO 16
k/la), aHTUTEeHHBIE CBOWMCTBA U NIEPBUYHBIC CTPYKTYPHI [Antoniw et al., 1980, 1985;
Matsuoka, Ohashi, 1984]. Onu xopomio pacTBOpUMBI B Kuciioi cpeae [van Loon,
1976a] u ycroituuss k npoteasam [Pierpoint, 1983a, b]. OcHoBHbie PR-1 Gernkw, mo-
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JOOHO KUCITBIM, COieprKaT ruipooOHbIi N-TepMHHATBHBINA y4acTOK pa3MepoM B 30
AMHHOKHCIIOT, KOTOPBIH, BO3MOXKHO, HEOOXOAUM JJIsl TPAHCHOPTa IO 3HJOIUIA3Ma-
THYeCKoMY peTukynymy [Payne et al., 1989]. Hykieoruanblie mocnenoBaTeaIbHOCTH
k/IHK xucnbix u ocHoBHbIX PR-1 OenkoB nmpumepHo Ha 65 % oanHakoBsl [Payne et
al., 1989]. [lokazana crpykrypHas opranuzanust UPHK ms PR-1b Genka: nuaepHas
MIOCJIEZIOBATENBLHOCTD U3 29 HYKIIEOTH/IOB, CUMTHIBatOIas pamka u3 504 HykieoTH-
JIOB, KOJIMPYIOLINI CUTHANBHBIN NenTua JUHOM 30 aMUHOKHUCIIOT U 3pEIbIi MEeNTH
JUTHHOM 138 aMMHOKHNCIIOT, a TakKe 3’ -HEKOAUPYIOINI PETHOH U3 235 HyKJIEOTH/I0B.
Boutn BeisiBiensr n”PHK aiist PR-1 GenkoB B nHOKynupoBanHbx BTM nucThsix pac-
TeHuii Tabaka copra CamcyH NN U B HEHMHOKYJIMPOBAHHBIX BBIIIEPACTIONOKEHHBIX
JTUCTBAX uepe3 2 u § qHel mocne 3apaxeHus, cootBercTBeHHO [Cornelissen et al.,
1986b]. JIx. Kapp c coaBropamu [Carr et al., 1982] nonoxwunu, uro uPHK mis PR-1
0CJIKOB TIPUCYTCTBYET HE TOJBKO B JIUCTHSIX OONBHBIX, HO M 3J0POBBIX PAaCTCHHUH.
Onu npennonoxuim, 9to cuate3 PR-1 GenkoB perynupyercs Ha ypoBHE TpaHCIIs-
UM, 2 HE TPAHCKPUIIMU. DTO MPEATON0KEeHHE ObIIIO MOATBEPKACHO B OIBITAX C HC-
MOJIb30BaHUEM PaJHMOAKTUBHOW METKH M aHTUOMOTHKOB [Matsuoka, Ohashi, 1986].
Nmerotcs OMOXUMHUUECKUE, IMMYHOXUMHYECKHE M TEHETHUECKUE JJOKa3aTeIbCTBa,
YTO OJIM3KOPOJCTBEHHBIE U CXOXKHE TT0 CBOUM cBoOMcTBaM Oeiku rpynmsl PR-1 koxu-
pyroTcs pa3sHbIMU reHamu [ Antoniw et al., 1980; Ahl et al., 1982; Matsuoka, Ohashi,
1984; Pfitzner, Goodman, 1987; Matsuoka et al., 1987, 1988].

OyHknuy 1 MexanusM JeiictBus PR-1 OenkoB moka He u3BecTHBI. BBUIO BhI-
ckazaHo npenonoxenue [KosaneHko u nip., 1987], uto oHM 001a1a10T reMarnitoTH-
HUPYIOLIEH CIIOCOOHOCTBIO U ICHCTBYIOT KaK MEAMATOPHI OEIOK-YIIEBOJHOTO B3au-
MOJICHCTBHSI MHPHUIMPOBAHHBIX MIIH MOJBEPTHYTHIX CTPECCY KIETOK CO 30POBBIMH
KJIETKaMH, HeOOXOAMMOTo AJIsl BKIIOUSHHUsI HeCcTenn(pUIECKON 3allIUTHON peaKlny.
PR-1 Genxu mposiBisiiM QYHTUIUIHYIO aKTHBHOCTH B YCIIOBUSIX in Vivo W in Vitro
[Niderman et al., 1995]. ¥ TpaHCTeHHBIX pacTeHHI Tabaka, MOCTOSHHO MPOAYIIH-
pytomux 6enok PR -1a, Obiin c1abo BeIpaKeHBI CUMIITOMBI 3200JIeBaHuUs TIOCIIE 3a-
pakenust rpubamu Phytophthora parasitica var nicotianae n Peronospora tabacina
[Alexander et al., 1993]. TpancreHHsle pacTeHus: Tabaka dKCIpeccupyromue 2-5A
CHUCTEMY M3 MJIEKOMHUTAIOIINX, COCTOSIIYIO0 U3 2’5 -0JIUroaJeHuaT CUHTETa3bl U
pubonykneassl L, HakammuBanu kucible 1 ocHoBHbIE PR-1 Oenkxu n Obutn cBepx-
YYBCTBUTEJIbHBI K BUPYCY OTYpEUHOW MO3aUKH B OTIMYUE OT UCXOJHBIX PACTEHUI
[Honda et al., 2003]. YcroitunBocTh pactenuil A. thaliana x BUpPyCy MOCBETICHUS
XKHJIOK TypHETca, MHAYIUpOBaHHass 00paboTKaMK IUAHUIOM W aHTUMHUIKMHOM A,
HE CONpOBOXK/1anachk HakoruieHneM PR-1 Genkos [Wong et al., 2002]. Ha ocHOBaHUM
PE3YJIbTaTOB CBOMX OTBITOB C TPAHCTEHHBIMH pacTeHUAMH Tabaka (reHoTunsl NN u
nn), MOCTOSTHHO 3KCIIPECUPYIOIUMU reH Oernka ooonouku BTM Jx.I1. Kapp ¢ cotp.
[Carr et al., 1989] npunin k 3akitoueHuto, uto PR-1 Oeniku He UTparoT CyIIeCTBEH-
HOU POJIM B YCTOMYMBOCTHU TUX pacTeHui K BTM.

CemeiictBo PR-2. B cocraB storo cemeiictBa BxomsaT [3-1,3-mroxaHasbl.
DTO0 MOHOMEPHI ¢ MOJIEKYJISIpHOUM Maccor oT 25 no 35 k/la, OONBIIMHCTBO U3 HUX
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— DHJIOTVIIOKaHAa3bl, CIIOCOOHBIE YACTUYHO PACIIEIUISTh KIETOYHYIO CTEHKY IpHOOB,
rugponusys B-1,3-rmokansl pactymux rud rpubda [Kauffman et al., 1987; Stintzi
et al., 1993]. IIpu 5TOM HE TONBKO MPEKpaIIaeTCsl POCT TH(, HO BBICBOOOKIAIOTCS
(parMeHTHI KJICTOYHBIX CTCHOK (P-TIIIOKaHbI, OJJMTOMEPHI XUTHHA M XUTO3aHa), 00-
JalaloIIne IUCUTOPHOM aKTUBHOCTBIO M aKTHBUPYIOIIUE 3AIIUTHBIC MEXaHU3MbI
pactenuti [Keen, Yoshikawa, 1983; Mauch, Stachelin, 1989; Okinaka et al., 1995].

B pacrenusix 3Tu pepMEHTHI CYLIECTBYIOT B BUAE Pa3IMYHBIX H303UMOB, KOTO-
pBI€ OTINYAIOTCS MEXKIY OO0 0 MOJIEKYIISIPHON Macce, M303JIeKTPUIECKON TOUKE,
MEPBUYHON CcTpyKType. Ha ocHOBE aMHHOKMCIOTHOW mocnenoBatenbHocTH B-1,3-
DJIIOKaHa3bl, 0OHAPYKEHHBIE B pacTeHUAX Tabaka, TOMaToB, KAPTO(Es U HEKOTOPBIX
JPYTUX BHJIOB, pa3ieistoT Ha 3 kiacca [van Kan et al., 1992; Domingo et al., 1994;
Oh, Yang, 1995]. B pacrenusix tabaka [-1,3-mrokanassl, cocrasisitomue | kimacc,
SIBIISIFOTCSI OCHOBHBIMH O€JIKaMH | JIOKAJIIM30BaHBI B IICHTPaJIbHOM Bakyose [van den
Bulcke et al., 1989; Keefe et al., 1990; Sticher et al., 1992]. ®epmenTbI, BXOASIINE
B kiaccsl 11 u 11, SBisIOTCS KHCABIME OETIKAMU U CEKPETUPYIOTCS B MEKKIICTOUHOE
npocTpaHcTBo [Stintzi et al., 1993].

AKTHBHOCTb [3-1,3-TNIIOKaHa3 MOBBIIIANACH B PACTCHUSX, CBEPXUYBCTBUTEIIb-
HO pearMpoBaBIIMX Ha 3apakeHue rpubammu, Oaxrepusmu u Bupycamu [Collinge,
Slusarenko, 1987; Kombrink etal., 1988]. [ToBbimenue aktiBHOCTH 3-1,3-TiTFOKaHA3BI
ObUTO OOHAPY)KEHO U B PACTCHUSIX COM, CUCTEMHO TOPaKEHHBIX BUPYCOM MO3aHKH
COM, HO B KpaifHE YCTOMUUBBIX K 9TOMY BUPYCY PACTCHHUSIX COM aKTUBHOCTH (hepMeH-
Ta Mocie 3apakeHHsI CyIIECTBEHHO He MeHsach [Andreeva et al., 2002]. B cepx-
YyBCTBHUTEJBHBIX pacTeHusX Tabaka, mHpuuupoanHslx BTM, mHmyumpoBaiach
JKCTIpeccHs TeHOB, Koaupytommx B-1,3-mmokanassl Becex Tpex kinaccos [Ward et al.,
1991a; Vogeli-Lange et al., 1994; Livne et al., 1997]. Bpio nmoka3zaHo HaKOILICHUE
OCHOBHBIX [-1,3-III0KaHa3 B JIOKaJbHBIX HEKpO3axX W B coceqHHX KieTkax [Heitz
et al., 1994]. Cunre3 B-1,3-mrokana3, npunaanexanmx 11 u 11 knaccam, mpowuc-
XOIMI KaK B 3apakeHHbIX BTM, Tak U B HEMHOKYJIUPOBAHHBIX JIUCTHSIX PACTCHUH
Tabaka [Payne et al., 1990; Brederode et al., 1991; Ward et al., 1991a, b; Ye et al.,
1992]. B cBepxuyBcTBUTENbHBIX K BTM pacrenusax tadaka, nepunutHbix mo B-1,3-
DJIIOKaHase | B pesynbrare aHTHCEHC-TPaHC(OPMalK, CHHTE3 3TOr0 pepMeHTa ObLI
3HAUUTENBHO MoJaBieH nocie 3apaxkenus BTM. Cunres ¢pepmenTtoB kinaccos Il u
III He mensmncs. B oTnuune oT MCXOMHBIX PACTEHHMH, B 3THX TpaHC(OpPMaHTax MO-
ciie 3apakeHusi oOpaszoBbIBanack HoBasi (opma [(-1,3-mmokaHasbl, CEpOIOTUIECKH
OTJIMYHAs OT Apyrux TabauneIx f-1,3-mmokana3. Kpome Toro, B 3THX TpaHCpOpMaH-
Tax 3HAYUTENHLHO CHHIYKAJIUCH YUCIO U Pa3Mepbl JIOKAaJIbHBIX HEKPO30B U YPOBEHb
HaKOIUICHHUS BUpyca. B 4yBCTBUTENBHBIX aHTUCEHC-TPaHC()OPMAHTAX 3aMEAIISUTUCD
00pa3oBaHMEe MO3aWYHBIX CHMIITOMOB M HakoruieHue Bupyca [Beffa et al., 1996].
Pactenus tabaka, momydeHHbIE B pe3yJibTaTe aHTHCEHC-TPaHC(POPMALMH IO KIlaccy
11, He oTnMuanuck OT UCXONHbIX o ycroitunBoctu kK BTM [Lusso, Kuc, 1996].

CemeiictBa PR-3, -4, -8, -11. Briciiue pacTeHus He coaep aTr XUTUHA, HO
MPOLYLUPYIOT OeNKH, 00 IaloNINe XUTHHA3HON aKTHBHOCTBIO M TUAPOIHU3YIOIIUE
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[-1,4-cBsI3M XUTHHA — OCHOBHOTO CTPYKTYPHOI'O KOMITOHEHTa YK30CKEJIeTa HaCCKO-
MBIX M KJIETOYHBIX CTEHOK rpuboB [Wargo, 1975; Keen, Yoshikawa, 1983; Brinner
et al., 1998]. XutnuHassl ciocOOHBI pa3pylIaTh H30JUPOBAHHBIC KJICTOYHbIE CTCHKH
¢uTonarorenHsix rpuboB [Wargo, 1975; Young, Pegg, 1982; Boller et al., 1983;
Keen, Yoshikawa, 1983]. XutuHa3el MOTYT JIHCTBOBaTh KaK JIM3OLUM, THJIPOJIH-
3ysl MIENTHIOTIIFOKAHBI KIIETOYHBIX CTeHOK Oaktepuii [Boller et al., 1983; Trudel et
al., 1989; Martin, 1991]. OcHOBBIBasiCh Ha aMUHOKHCJIOTHOM MOCJIEI0BATEIbHOCTH
U CTPYKTYPHBIX OCOOCHHOCTSIX MOJICKYJI BBIJICIIIN 4 CeMEHCTBA PACTUTEIIBHBIX XH-
tuHa3 [Shinshi et al., 1990]. Onu oOHapy>keHBI B IIeHTpaibHOU Bakyosn [Boller,
Vogeli, 1984; Keefe et al., 1990]. Kucnbie XxuTrHa3b! ObLIH HAHJACHBI B MEKKIICTOU-
HOW KUAKOCTH y pacTeHuil Tabaka [Parent et al., 1985; Shinshi et al., 1990].

B 3710pOBBIX pacTeHUSX XUTHHA3BI SIBJISTFOTCS BCIIOMOTaTEIbHBIME (haKTOpaMu
muddepenuannu npu smopuorenese [De Jong et al., 1992] u apnsirorcst anTUpuU3-
HbiMu Oenkamu [Hon et al., 1995].

O0paboTKa PMTUCUTOPaMHU U3 KIIETOYHBIX CTEHOK TPHUOOB MPHUBOJAMIA K yBE-
JINYCHUE aKTUBHOCTHU XUTHHA3bI B CYCIICHIMPOBAaHHBIX KiieTKax MopkoBHu [ Kurosaki
et al., 1986], dbacomu [Hedrick et al., 1988] u pactenusx apiau [Roby et al., 1987].
DKcIpeccus TeHOB, KOAUPYIONUX XUTUHA3BI, HH]YIIUPOBAjIach STHICHOM B pacTe-
Husx aconm u tabaka [Broglie et al., 1986; Memelink et al., 1990]. Tpancren-
HbIC pacTeHHs Tabaka, MOCTOSHHO MPOAYIUPYIOIINE XUTHHA3Y, ObUIH YCTONYMBEI
K 3apaxeHuro rpuboM Rhizoctonia solani [Broglie et al., 1991]. OunmieHHpie Xu-
THHa3a U [-1,3-mIrokaHa3a UHTHOMPOBAIM POCT HEKOTOPBIX T'PUOHBIX MATOTCHOB
[Schlumbaum et al., 1986; Broekaert et al., 1988; Mauch et al., 1988a,b; Roberts,
Selitrennikoff, 1988; Awade et al., 1989; Sela-Buurlage et al., 1993; Ponstein et al.,
1994]. B cBepxuyBcTBUTENbHBIX K BTM pactenusix tabaka copra Camcyn NN mo-
CJIe 3apaKeHUsI STUM BHPYCOM YBEIUYHMBAJIOCH COJICpXKaHUE 2 KUCIBIX U 2 OCHOB-
HBIX XUTHHA3, IPUYEM OCHOBHBIC OCJIKU UMENU 00Jice BBICOKYHO ()epMEHTATUBHYIO
aktuBHOCTH [Legrand et al., 1987]. B skctpakrax u3 nuctheB ¢ SAR pactenuii Ta-
Oaka, 3apaxkeHHbIXx BTM unu Peronospora tabacina, ObI0 BBISIBICHO 8 M303UMOB
XUTHHA3BI U COJICPKAHKUE 2-X M303UMOB ObLIO B 7 pa3 BhIllIe, YeM B KOHTpose [Pan
et al., 1992].

CemeiictBo PR-5. Brina moka3ana BeICOKasi CTEIICHb TOMOJIOTHU OEITKOB Ce-
MmeticTBa PR-5 k cnajkoMmy Ha BKyC OeliKy TayMaTuHy U3 a)pUKAHCKOTO KyCTapHUKA
Thaumatococcus daniellii Benth. [Cornelissen et al., 1986a; Dudler et al., 1994].
[ToaTomy 5TH OEIKM HA3BIBAIOT TaKXKE TayMaTHH-NOJOOHBIMU OCIIKaMHU, XOTsI HHU
OJIMH M3 HUX He 00ianaeT ciagakuM BkycoM [ Velazhahan et al., 1999]. Kpowme Toro,
TayMaTUH-TI0I00HbIe Oeku 13 cemeiictBa PR-5 romonornynsl OMQyHKIIMOHATBEHO-
My MHTHOHMTOPY Gi-aMHJIa3bl U TPUIICHHA U3 ceMsH mauca [Richardson et al., 1987],
OJTHAKO OHU HE 00J1a/1ali HHTHOUTOPHOW aKTUBHOCTBIO K IMPOTEHHA3e, KOTOpasl Xa-
paxtepHa ais OenkoB cemelictBa PR-6 [van Loon, 1999].

B MoIofpIX 310pOBBIX PACTCHHSIX TayMaTHH-IIOJOOHBIC OCIKHM HE OOHapy-
YKUBAJIMCh WM MPUCYTCTBOBAIU B OUYEHb HU3KOW KOHIICHTPAIIUHU, HO TPU CTApESHUHN
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pacteHuii, OMOTHYECKUX M aOMOTHUYECKUX CTPECCax MX CONEpKaHUE 3HAYUTEIHHO
yBennuuBanoch [ Velazhahan et al., 1999]. PR-5 6enok ocMOTHH HakaruiuBasics B Ba-
Kyossix pactenuit Tabaka noj BiusiaueM NaCl, KCl u abcrmzoBoii kucnotsl [Singh
et al., 1987; LaRosa et al., 1989]. DTuIIeH, caJIUIMIOBAs U )KaCMOHOBAs KHCIOTHI
nnaynupoBanu HakorieHue PHK PR-5 Genka ocMoTnHa B cemeHax Tabaka u B
JUCThsIX 0000BBIX pactenuit [Koiwa et al., 1994]. Dkcrpeccus reHa, KOTUPYIOIIETO
OCMOTHH, aKTHBUpOBasach pu 00padoTke amucutopamu [Chang et al., 1995]. Ko-
nmnuecTBO PR-5 06enKoB yBeIMUMBAIOCh B JIUCTHSIX CBEPXUYBCTBHTEILHBIX PACTCHUI
Tabaka, mopaxkeHHsix BTM [Pierpoint, 1986; Pierpoint et al., 1987; van Loon et al.,
1987; Kauftmann et al., 1990], B pactenusix 20 Bua0B, HHQUIUPOBAHHBIX BUPYCOM
KOJIbLIEBOM MATHUCTOCTH Tabaka [Sehgal et al., 1991], B pactenusix 4. thaliana, 3apa-
YKCHHBIX BUPYCOM MOPIIUHHUTOCTH TypHerica [Dempsey et al., 1993], u B pacTenusx
TOMAaTOB B pe3ynbTare Bupouanoi nadekunu [Rodrigo et al., 1991b; Ruiz-Medrano
et al., 1992]. Conepxanue TayMaTHH-TIONOOHOTO Oeika yBETMYUBAJIOCH B JIMCTHSIX
pacteHuii Tabaka, MOPa’KeHHBIX BUPYCOM OTypeuHOH Mo3ankH. [Ipuuem 3ToT Oenok
CBSI3BIBAJICS C BUPYC-KOAMPYEMbBIMHU OeITKaMH B YCIIOBUSIX in Vitro W in planta [Kim et
al., 2005]. OnHako, TpaHCTEHHBIE PacTeHUs Tabaka C MOBBIIICHHON U TOHUKCHHOM
sKkcnpeccueil TeHoB PR-5 GenkoB HE OTIMYANKCh OT UCXOTHBIX PACTEHHM MO CBOEH
ycroitunBocTr kK BTM [Linthorst et al., 1989], Ho TpaHCTeHHBIE pacTeHHs Tabaka U
KapToest ¢ MOBBIICHHOH SKCIPECCHER STUX TeHOB ObIIIM N30MPaTeIbHO YCTOHYIH-
BbI K TpuOHOM nH(peknuu [Liu et al., 1994; Vierheilig et al., 1995; Zhu et al., 1996].
PR-5 6enox ocmotHH, BbieneHHbIH 13 BTM-uHQUINpoBaHHBIX pacTeHUH Tabaka 1
TOMAarToB, TM3UpOBaJ cropsl P. infestans [Stintzi et al., 1993]. Tpancrennsie pacre-
HUS KapTodedsi, MOCTOSHHO dKcrnpeccupyronme PR-5 6enok ocMoTuH, conepkanue
KOTOpOTro ocTuraio 2 % ot o01ero Oenka, IMEIH MOBBIIIEHHYI0 yCTOWYNBOCTD K P,
infestans [Lamb et al., 1992]. beina nokasana QyHrunuHas akTHBHOCTb TayMaTHH-
noao6HbeIx PR-5 GenkoB u3 kykypy3sl [ Vigers et al., 1992], ssumens [Hejgaard et al.,
1991, 1992], Tabaka u TomatoB [ Woloshuk et al., 1991; Vigers et al., 1992].
CemeiicTBo PR-6. benku, Bxogamue B cemelictBo PR-6, sBigroTcss HHIHOHU-
Topamu mporenHas [van Loon, 1997]. B pacreHusx MMEIOTCSI HHTHOMTOPHI CEpu-
HOBBIX, acMapTUIIOBBIX, LIUCTEMHOBBIX U MeTajulonpoTenHas [Bamyesa, Moconos,
2004]. Ipoteonurnyeckre GepMeHTH MPOLYLUPYIOTCS MHOTMMHU rpudamu [Kug,
1962; Ku¢, Williams, 1962; Hancock, Millar, 1965; Porter, 1969; Mussell, Strouse,
1971] u Gakrepusmu [Keen et al., 1969; Reddy et al., 1971; Tseng, Mount, 1974].
PacTurenbHble MHTUOMTOPBI MPOTEHHA3 SBISIOTCS OenkaMu ¢ M. M. 5-6 k/la [Ryan,
1973]. B nucTesix pacteHuid ToMaToB HHTHOUTOpPHI ipoTrenHasbl | u 11 6bumn 0OHa-
pPYXeHBI B IeHTpalibHOU Bakyoiu [Walker-Simmons, Ryan, 1977a]. Uarubutopst
nporenHassl | u 1l HakanuBamich B OONBLUIOM KONMWYECTBE B JIUCTHSIX PACTCHHUU B
pe3ysibraTe MEXaHMYEeCKOTO TIOBPEKICHHS, aTaKu JIUCTOTPHI3YIINMH HACEKOMBIMH,
OT/ICJICHUS OT PACTeHUH WK 00pabOTKK paHEBBIM TOPMOHOM — (DAaKTOPOM, HHY -
PYIOIIUM TPOTEUHA3HBIH HHruouTop (proteinase inhibitor-inducing factor — PIIF)
[Ryan, Huisman, 1970; Green, Ryan, 1972, 1973; Ryan, 1974; Gustafson, Ryan,
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1976; Walker-Simmons, Ryan, 1977b; Brown, Ryan, 1984; Martineau et al., 1991;
Pernas et al., 2000].

Wurnburops! nporennassl | u 1 monasisiiin akTHBHOCTB NPOTEa3 KUBOTHBIX
U MUKPOOPTaHU3MOB, CXOIHBIX C TPUIICHHOM M XEMOTPUIICHHOM, HO HE BIIHSUTH Ha
AKTHUBHOCTb PACTUTENBHBIX TIpoTerHa3. CHCTEMHbIE CHTHAJILHBIE MOJICKYJIBI (CHCTe-
MHUH 1 a0CIU30Basi KUCIIOTA) MEPEAaBaId CUTHAI O TOPAHCHUH B HEMIOBPEKICHHBIE
YacTH pacTeHHs U MHAyIHpoBanu HakoruieHue PR-6 Genxos [Pearce et al., 1991].
AUeTniIcaIuInIoBas U CATHUIUIOBAsT KUCIOTHI MHIMOMPOBAIM HAKOIUICHHE WHTHU-
OUTOPOB MpOTEHHA3bl, OOYCIOBICHHOE MEXaHWYECKHM MoBpexaeHueM [Doherty
et al., 1988], 00pabOTKOI CHCTEMHHOM WJIM JKaCMOHOBOM KucioTol [Doares et al.,
1995b]. Aykcun mnayuuposan [Kernan, Thornburg, 1989; Taylor et al., 1993], a
rub0eperuH naruouposai [Jacobsen, Olszewski, 1996] cuHTe3 MHTHOUTOpA MIPO-
TEUHAa3 B HeMH()UIIMPOBAHHBIX PACTUTEIBHBIX KieTKax. CyClieHANPOBaHHbIE KIICTKH
TOMaTOB HaKaIrUIMBAJIN HHTHOUTOP MPOTEUHA3k! | B pe3ynbrare HHIYKIUN TpUTaiaK-
TYypOHOBOH KucoTOM, XUTo3aHoM [ Walker-Simmons, Ryan, 1986], onurocaxapuna-
MU, TIOJlyYE€HHBIMH M3 TIOJUTallaKTypOHOBOM KuUCIOTHI [Bishop et al., 1984], duto-
ropmoHamu (abcru3oBoii kucinotol [Pena-Cortés et al., 1993] u aykcunom [Kernan,
Thornburg, 1989]) u sanmucuropamu [Rickauer et al., 1989]. Xuro3an siBisercs cme-
CBIO BOJOHEPACTBOPUMBIX [3-1-4 TIII0KO3aMUHOBBIX MTOJTMMEPOB, BXOJSIINX B COCTAB
KyTHKYJIbI HACEKOMBIX U KJIETOYHBIX CTeHOK rpuOoB [Kreger, 1954; Bartnicki-Garcia,
1968]. Unaynupyrommas akTHBHOCTb XUTO3aHOBBIX OJIMTOMEPOB 3aBUCEIIA OT JITMHBI
uernu. MoHoMep ObLT HE aKTHBEH, HO C YBEJMUYEHHEM JJIMHBI [IETH aKTUBHOCTD yBe-
JTUYUBaach 1 OblJla MAKCUMAaIIbHOH y MeHTaMepoB U rekcamepos [ Walker-Simmons,
Ryan, 1984]. AxTHBHas HAONONUTATIAKTYpOHA3a U3 Rhizopus stolonifer, sBustoma-
siCsL DITUCUTOPOM 00pa30BaHus (PUTOAIEKCHHOB KacOeHa B PACTCHHUSX KIICIIEBUHBI
U MU3aTHHA B PACTEHHSAX TOpPOXa, BHI3bIBAJIA HAKOIICHHE WHTMOMTOpa MPOTEHHA-
3bl | B pactenusix tomatoB [Walker-Simmons et al., 1984a]. B atoii pabore ObuIO
TaKKe T0Ka3aHo, YTO AIIHCUTOPaMHU 00pa30BaHKsl HHTHOUTOpa MPOTEHUHA3 SBIISIOTCS
(parMeHTHI KJIIETOUHBIX CTEHOK PACTeHUI 1 TprOOB. 3apa’keHUEe paCTEHU TOMATOB
COBMECTHMOM pacoli P. infestans BbI3bIBaja KPaTKOBPEMEHHOE HE3HAUNTEIBHOE T10-
BBILLICHUE CONIEPKAHNSI HHTMOUTOpA MPOTEHHA3bI, a TPH HHPHULIUPOBAHUU HECOBME-
CTHMOM pacoli ero cozepxanue pe3ko yseianunsaiock [Peng, Black, 1976].

TpaHcreHHbIe pacTeHHs prca U TOMATOB, COACpIKalIie TeH HHIHOUTOpa mpo-
TEeWHAa3bl, ObLTN YCTOWYMBBI K HacekoMbIM [Xu et al., 1996; Abdeen et al., 2005].
WHrnburtopsl npoTenHa3 MOJaBIsI aKTHBHOCTD (DEPMEHTOB, C TOMOIIBIO KOTOPBIX
BpeIUTEIN 00ECIIeUnBAIOT CBOE MMTAHNE YIIICBOAAMH U a30ToM [Knaanutkas u ap.,
1996; I'munka, [Ipouenko, 1999]. B pabote K.-C. [1apka ¢ coasr. [Park et al., 2000]
OBLIO TIOKA3aHO, YTO B pacTeHusix N. glutinosa, 3apaxxennsix BTM, no mosiBneHus
BUJMMBIX JIOKaJIbHBIX HEKPO30B WHAYLHMPOBAICS CHHTE3 Oe€jKa, CTPYKTYpHO TO-
XOXKETO Ha COEBbIM MHrHOMTOp TpurncuHa KyHHTHA U MHTHOUTOPHI IUCTEHHOBBIX
MpOTEenHAa3 CeMEHCTBa HUCTaTHHOB. B oTnune oT MHrHOUTOpa NMpOoTEeNHAa3bl, 0OHAa-
PY’KEHHOTO B PAaCTCHHUSX TOMATOB, H KapTogenbHoro uHruouropa I, cuares nHru-
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outopa B cBepxuyBcTBUTENbHBIX K BTM pactenusix Tabaka cnabo MHIYIHPOBAJICS
MIPY MEXaHUYECKOM TOBPEkKACHUH, HO aKTHBUPOBAJICS TPH 00paboTKe CamuIMiIo-
BoOH kucnoTo wiu dtedonom [Heitz et al., 1993]. B mUCTBsIX CBEpXUyBCTBUTEIBHBIX
pacteHuii Tabaka B OTBET Ha 3apaxkeHrne BTM o0Opa3oBbiBajics OesOK, MOXOXKHM 110
CBOUM CTPYKTYPHBIM CBOWCTBaM Ha MHIMOMTOP MPOTEHHA3HI |, BBISIBICHHBIN B pac-
TEHUSIX KapTodelss, HO OTIMYAIOLIUNICSA OT HEro Mo JAeHCTBHIO Ha (epMeHThl. OH
o0nasan BBHICOKOH MHTMOMTOPHON aKTMBHOCTBIO IO OTHOIIEHHIO K MPOTEHHAa3aM
rpuboB 1 OakTepHii, HO ¢1a00 BAMSI Ha TPUIICHH U XxuMoTtpurcul [Geoffroy et al.,
1990] B omnimune oT UHrHOUTOpPA, OOHAPY)KEHHOTO B 3I0POBBIX pacTeHHsX Tabaka,
KOTOPBIA 3 PEeKTUBHO MOAABIIT aKTUBHOCTh XxumoTpuncuHa [Kuo et al., 1984].
Taxxke y pacrenuii Tabaka, mopaxeHHbIXx BTM, Obima oOHapykeHa SKCHpPECCHS
reHa, KOAUPYIoUero OeIoK, CXOIHOTO 0 aMHUHOKHCIIOTHOH IOCIIEA0BATEIILHOCTH C
kaprodenpHbIM HHrHOUTOpOM npotenHassl 11 [Balandin et al., 1995]. Tpancrenusie
pacteHus Tabaka, SKCIIPECCUPYIOLINE PUCOBBIM IT'eH HHIMOUTOpa HUCTEMHOBOH MPO-
TEUHA3bl, 00J1a/1a)1 MTOBBIIEHHOH MO CPABHEHHUIO C HCXOAHBIMU PACTCHUSMH yCTOM-
YHBOCTBIO K MOTUBHpYcaM, HO He K BTM [Gutierrez-Campos et al., 1999].

CemeiictBo PR-7. K 3TOMY cemelcTBY OTHOCSTCS TaKhe MPOTENHA3bl KaK Ma-
naiivH U3 pacTeHU# mamnaiu, GUIMH U3 TI0J0B (PUTOBOTO JepeBa, OpoMenaiH w3
IUIOJIOB aHAHACA M AaKTHHUAMH M3 IJIO0B KMBH. Bce 9TH GENKH SIBISIOTCS MHUILECBBI-
Mmu ajureprenami [Ebner et al., 2001].

OnuH U3 OCHOBHBIX OenkoB cemeiictBa PR-7, cMHTE3 KOTOpPOrO MHAYIUPY-
eTCsl B PACTEHUSX TOMAaTOB IMPH 3apa)KE€HUU BHUPOUAOM 3K30KOPTHCA IIUTPYCOBBIX,
SIBIIICTCST MISJIOYHOW 3H7onpoTenHa3ol [Vera, Conejero, 1988]. Ilokazano, uto B
MEXKJIECTOYHOM TPOCTPAHCTBE JIUCTHEB OONBHBIX PACTCHUI 3HIONMPOTEHHA3a pas-
pymraer PR-6enku, cuHTe3 KOTOPBIX ObLT aKTUBUPOBAH IMPH 3apakKEHUH BUPOUIOM
[Rodrigo et al., 1989]. B unokynupoBanubix BTM wnu P, tabacina HUKHAX JIMCTHAX
CBEpX4yBCTBUTENBHBIX K STHM MaTOT€HAM pacTEHUsIX Tabaka pe3ko yBeIHYHBaiach
aktuBHOCTh PHKas3e! 1 mpoTenHassl, HO B He3apaKeHHBIX BEPXHUX JTUCTHIX pacTe-
HUI aKTUBHOCTH ()EPMEHTOB HE MEHSJIACH 10 CPABHEHHIO CO 30POBBIM KOHTPOJIEM.
OpHako mocie 3apakeHusl ITHX JUCTheB akTUBHOCTh PHKa3bl 3HaunTensHO BO3-
pacTasia, Torjja Kak akTUBHOCTb IIPOTEHHA3bI MOBBIIIAIACH HE3HAYUTENBHO [Lusso,
Kuc, 1995].

CemeiictBo PR-9. PacturenbHble nmepokcuaassl pazaefeHbl Ha 3 OOMbIINX
knacca. [lepokcuaassl I kmacca (IIMTOXPOM ¢ IepoKCHIa3a, XJIOPOIUIACTHAS U LIUTO-
305IbHAst aCKOPOAT MEPOKCUIA3bl) SIBISIIOTCS BHYTPUKICTOYHBIMU U POKApPUOTHYC-
CKUMH TI0 CBOEMY MPOUCXOKICHUIO GepmenTamu. Kiacc Il BkiIroyaeT BHEKIETOU-
HbIe TpuOHBIE epokcuaasbl. B xmacc I11 BxoasT, rmaBHBIM 00pa3oM, BHEKJICTOYHEIE
pacTUTEIbHBIE MEPOKCHIA3bI, KOTOPBIE CEKPETUPYIOTCA MOCPEICTBOM JHAOILIa3Ma-
THYecKoro petukyinyma. Hexkotopsie nepokcunassel 1l kmacca He cekpeTupyrorcs u3
KJICTKH, a JICWCTBYIOT B KJIETOUYHBIX Bakyousix [ Welinder et al., 1992].

B cocrtaB sTOT0 CemeiicTBa BXOAAT NEPOKCHAA3bI TUTHUH-00Pa3yOIIero THIIA,
CHOCOOCTBYIOIIIME YKPEIUICHUIO KIETOYHBIX cTeHOK [Stintzi et al., 1993]. Ilepok-
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CHJIa3bl, CBSI3aHHBIC C KJIIETOYHBIMH CTCHKAMHU, YYACTBYIOT B MPOIIECCAX OKUCICHUS
TUJIPOKCUIIKOPUYHBIX CITUPTOB C 00pa30BaHUEM CBOOOIHOPATUKAIBHBIX MPOMEXKY-
TOYHBIX MTPOTYKTOB, OKUCICHUU (P)CHOJIOB, IEPEKPECTHOM CBSI3bIBAHUHU B KIICTOUHBIX
CTCHKAX IOJIUCAXaPHUJIOB U MOHOMEPOB IKCTCHCUHOB, JIMTHU(DUKALIUU U CyOSpUHU-
3anuu KiaetouHbix creHok [Chittoor et al., 1999].

B pesynwrare rpubHOi 1 OakTepruaIbHONH UHPEKIUI MPOUCXOIUT aKTHBAIIHS
AKCIpeccuu reHoB, koaupyromux PR-9 6enku [Chittoor et al., 1999]. Mmerotcst MHO-
TOYMCIICHHBIE paOOThI, CBUJICTEIbCTBYOIIUE O MOBBIICHUH aKTUBHOCTH ITEPOKCHIA3
B PaCTCHHSIX, TOPAKCHHBIX BUPyCaMu. BbICOKast aKTUBHOCTH MIEPOKCHU/Ia3bl B HAYAJIE
3a00JIeBaHMsI CHIYKAIACh B Mpoliecce pa3Butusi Oone3nu. KonebaHus akKTHBHOCTH
(bepMeHTa CONPOBOXKIATNCH KAUECTBEHHBIMU M KOJIMYECTBEHHBIMU HM3MEHEHUSIMHU
B M303UMHOM COCTaBe. AKTUBHOCTH NIEPOKCHJIa3bl MOBKINIANACH B JIUCThAX CBEPX-
YyBCTBUTENBHBIX pacTeHuii ¢ SAR [M»athi03, 1973; XKypasnes, 1979; Peynos, 1999;
Manunosckuii, 2002]. B HacTosimee BpeMst HET HPSMBIX CBUACTENLCTB 00 U3MEHE-
HUSX B PACTCHHSX aKTUBHOCTH W KOJMYECTBA MEPOKCHIA3 JTUTHUH-00Pa3yHOIIero
THUIIA [TO]] BIUSTHUEM BUPYCHON nH(pekimu. OIHaKO JaHHBIE 00 YKPETUICHUH KIIETOY-
HBIX CTEHOK B XOJI€ CBEPXUyBCTBUTEIBHON peakiuu (cM. paszen 6.2) u 0 MOBBIIIIe-
HUU aKTUBHOCTHU MEPOKCUJIA3bl B MEKKICTOUHON KHUJIKOCTH CBEPXUYBCTBUTEIBHBIX
pacTeHuii, mopaxkeHHbIX BUpycamu [Repka, 1997; Sindelatova, Sindelat, 2001] koc-
BEHHO CBUJICTEIBCTBYIOT 00 aKTHUBAIIUH MEPOKCHUJIA3 JIMTHHUH-00Pa3yIOIIEro THIIA B
pacTeHUsX, UH(OUIUPOBAHHBIX BUPYCaMHU.

CemeiictBo PR-10. B 510 cemelictBo BxomaT 0enku ¢ PHKa3Hoii akTuBHO-
cThto. Tak, Ha OCHOBaHHMU CXOJICTBA TOCJICIOBATECIBHOCTH AMUHOKHCIOT MEXKIY
oenxom PR-10a, BeiaenenHoro u3 pactenuid nerpymku, u PHKa3oi u3 kammyca
JKCHbIIIEHS ObUT cienaH BbiBoj, 4yTo PR-10a sBisercs PHKas3oii [Moiseyev et al.,
1994]. merotes v psiMbIe JIoKa3aTenbeTBa, uto PR-10 6enku obmanaror PHKa3Hoit
aKTUBHOCTHIO [Bantignies et al., 2000; Park et al., 2004a]. J{ist 6enkoB 3TOr0O CeMek-
CTBa XapakTepHbI HeOobmas M. M. (okoio 17 k/la) u yCTOMYUBOCTh K TIpOTEa3am
[van Loon et al., 1994]. Kak nmoka3zanu kpucramiorpaguueckue uccienaoBanus PR-
10 Genka u3 meIBLLBI Oepe3bl, OH nMeeT C-KOHIEBYIO 0-CIIHPallb, OKPY)KEHHYIO Ce-
MBIO 3aKpyUYCHHBIMU [-CcliosiMHU. J[Be o-Criupay HaXoasATCs OKoJIo N-KOHIA. AHaIN3
AMUHOKHCJIOTHOU TIOCIIEIOBATEIbHOCTH OCJIKOB 3TOTO CEMEHMCTBA BBISIBHII IPUCYT-
CTBUE KOHCEPBATUBHBIX YYaCTKOB, KOTOPhIE ()OPMHUPYIOT TaK HA3BIBAEMYIO P-TICTIIFO,
YTO XapaKTePHO JIsl HYKJICOTHACBSI3bIBatONUX OenkoB [Saraste et al., 1990].

Hauunas co crateu T.O. [lunepa [Diener, 1961], Bo MHOTHX paboTax mokasa-
HO pe3koe yBenmueHue akruBHocTH PHKa3 nocne 3apaxxenus pacrenuit Bupycamu
[PeyHoB, 1999; Mamunosckuii, 2002; Sindelatova et al., 2002]. PR-10 Genku He
oOHapy>keHbI Ipu pa3Butuu SAR B pacTeHusx Tabaka, nopaxkeHHbix BTM, HO oHUI
TOSIBJISUTMCH TICPBBIMH B JIUCThSIX PACTCHUN NETPYIIKH PU rpuOHOMN nHpeknuu [ Eu-
lgem et al., 1999]. Hakorienue PR-10 OenkoB BOKpYr MecTa BHEAPECHUS MAaTOTeHa
[Breda et al., 1996; Park et al., 2004a] u nopanenwust [ Warner et al., 1993] yka3biBa-
€T Ha UX BO3MOXKHOE y4YacTHC B 3alllUTHBIX MEXaHU3MaxX pacTeHuil. TpaHCTeHHBIC
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pacTeHHUs ¢ TOBBIIIEHHBIM ypoBHEeM dKcnpeccuu PHKa3 Obutn Gornee ycTOMYUBEI K
MaToreHaM 10 CPaBHEHUIO C HCXOIHBIMU pacTeHusiMu [ Watanabe et al., 1995; Ham-
mond, 1997; Sano, 1997; Langenberg et al., 1997; Tpudonosa u np. 2002].

CemeiictBo PR-12. B cocTaB 3100 cemeiictBa BXOAAT OeNKH JeQECHCUHBIL.
Oro GoraThie IUCTCHHOM HU3KOMOJICKYIISIpHBIC OeJIKH ¢ M. M. ipuMepHo 5 k/a. [lep-
BOHAYaJILHO JIe(DEHCHHBI OTHOCWIIH K TPYIITIIE THOHUHOB, KOTOPBIC TAKIKE SBIISIOTCS
HU3KOMOJICKYJISIPHBIME OelikaMu (M. M. puMepHO 5 k/]a) 1 comepkaT MHOTO IHCTe-
nHa. OJTHAKO TO3Ke OBUIO YCTAHOBJIICHO, YTO THOHHWHBI U JIe(DSHCHUHBI Pa3inyaroTCst
o cBoelt crpykrype [Bruix et al., 1993; Fant et al., 1998].

PacturenbHbie 1e)CHCUHBI CXOXKH IO CBOEH CTPYKTYypE ¢ Ae(PCHCHHAMU MJle-
KOIMUTAIONIUX U HaceKoMbix [Broekaert et al., 1995]. M3yueHne aMHUHOKUCIOTHO#
MOCJICZI0BATEILHOCTU JAC(CHCUHOB, BBICJICHHBIX U3 pacTeHUi 13 BUIOB, MpuHAI-
JIeXKAIINX CEMHU CeMEHCTBaM, IMOKAa3aylo, YTO OHM COCTOSAT U3 OCTaTKoB 45-54 amu-
HokucoT [Broekaert et al., 1995]. [ledencunsl 0OHapy>KeHbI Y MHOTUX PACTCHUH B
JIUCTBSIX, KOPHSIX, KITYyOHSIX, IIBETKAX, IU1o/1aX u cemeHax [ Terras et al., 1992; Moreno
et al., 1994; Osborn et al., 1995; da Silva Conceicao, Broekaert, 1999]. Otu 6enku
JIOKAJIN30BaHbI B KJICTOUHOU CTEHKE CEMSIH i OCBOOOXKIAIOTCS ITPY UX IPOPACTAHHH.
Kpome Toro, 3apaxeHue rpudaMy UHAYIIMPOBAJIO HAKOILICHHE aHAJIOTHYHBIX Oeli-
KoB B JuCThsIX [ Terras et al., 1995].

Hedencunsl o0manaoT cuibHBIMUA (QYHTUIUAHBIMU cBOMcTBamu |[Broekaert
et al., 1995; Terras et al., 1995], Ho He neiicTByrOT Ha OakTepuu [ Terras et al., 1992].
OyHrunuHas aKTUBHOCTh JIe()EHCHHOB 3aBHCENIa OT MOHHOW CHJIBI TTUTATEIBHOMN
Cpelbl, OCOOCHHO OT COJIepIKaHMsI JIByXBaJeHTHbIX KaTHOHOB [Terras et al., 1992,
1993a,b; Osborn et al., 1995]. Tokcn4yHble MEXaHU3MbI aHTUMUKPOOHOW aKTUBHOCTH
neeHCHHOB 1 THOHMHOB pa3nuuHbl [ Thevissen et al., 1996]. [1o naHHbIM 3THX aBTO-
POB, O.-TOPJIOTUOHKH, B OTJIMYHUE OT J€(ESHCUHOB, OBBIIIAT TPOHUIIAEMOCTh MEM-
OpaH rpuboB, pa3pyias ux JunuaHeie cion. Jledencunsl u3 cemeiicts Brassicaceae
n Saxifragaceae MoAaBisLTM pacTsbKeHKE U] TprOOB, HO CIIOCOOCTBOBAIN UX BET-
Bnenuto [Terras et al., 1992, 1993a,b, 1995; Osborn et al., 1995]. Tlogo6HBIM 3h-
(hexroM obnanaroT Hekotophie PyHTUIUABI [Robson et al., 1989; Wiebe et al., 1990].
Hedencunnpl u3 pacreHuii cemeiictB Asteraceae, Fabaceae u Hippocastanaceae 3a-
MEJISUTH pacTshKeHUe TU(, HO HE BIIMSIIU CYIIECTBEHHO Ha ux Mopdoioruto [Terras
et al., 1992, 1993a,b; Broekaert et al., 1995; Osborn et al., 1995]. Jlepencunst He
BIIMSUIA HA JKU3HECIIOCOOHOCTh pacTUTENbHBIX KIeToK [Terras et al., 1992]. Kpome
TOTO0, OBUTH BBIJICIICHBI Ie(DEHCUHBI, CIIOCOOHBIC B OTIIMYUE OT JPYTUX J1e(hEHCUHOB,
MHTHOUPOBATh O-aMUJIa3y HACEKOMBIX M YeJIOBEKa, HO HE O0Ja/Ialolue CUIIBHOM
¢yHrunmaHol aktuBHOCTHIO [Bloch, Richardson, 1991; Terras et al., 1992; Osborn
etal., 1995].

CemeiictBo PR-13. B cocraB 3T0ro cemeicrBa BXOOAT OENKH THOHHUHEL
Onu OoraThl IIMCTEUHOM M TOKCHYHBI JIJIsl Pa3HBIX OMOJIOTMYECKUX CUCTeM [ Vernon,
1992]. IepBble MONUTIENTH]IBI, TOKCUYHBIC JUIS APOXKOKEH, ObLTH BBIJCIICHBI U3 TIIIIC-
HUYHOH MYKH B HauaJie COPOKOBBIX roj1oB 20 Beka U Ha3BaHkI MypoTHoHuHamu [ Balls
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etal., 1940, 1942 — ut. mo Bohlmann, 1999]. [1o3e THOHNHBI OBUTH BBIACICHBI K3
cemsiH nimeHunpl U stamerst [Collila et al., 1990; Mendez et al., 1990]. [lepBona-
YaJIbHO OHU OBUIM Ha3BaHBI Y-TUOHMHAMH, TIOTOMY YTO MMEIOT M. M. OKOJO 5 K]
u 4 nucynb(PUAHBIX MOCTHKA Kak o- U -THoHMHBI [Broekaert et al., 1995]. [To3xe
OBLIO TIOKA3aHO, YTO 0O-, B~THOHHUHBI M Y-THOHUHBI PA3JINYAOTCS 110 CBOCH CTPYKTY-
pe [Terras et al., 1992; Bruix et al., 1993]. PacTeHus KyabTypHBIX U TUKUX BUOB S9-
MEHS$I COIepIKaT OOJIBIIIOE MYITBETUTEHHOE CEMEHCTBO TEHOB, KOJIUPYIOIIUX THOHHHBI
[Bohlmann, Apel, 1987; Gausing, 1987; Bohlmann et al., 1988; Bunge et al., 1992].
TrOHMHBI OOHAPYKEHBI B CEMSHAX Pa3IMYHBIX OJHOMOJIBHBIX M JIBYJIOJBHBIX pac-
tennii [Bloch, Richardson, 1991; Terras et al., 1992, 1993a,b; Moreno et al., 1994;
Osborn et al., 1995]. B 3penbIX JIMCThSIX STYMEHS THOHHHBI BBISBICHBI B IICHTPAJb-
HoIt Bakyonu [Reimann-Philipp et al., 1989b] u knerounoit crenke [Bohlmann et
al., 1988]. BHelHre CTEHKHU 3MUACPMAIIbHBIX KJIIETOK 0COOCHHO OOTaThl THOHUHAME
[Reimann-Philipp et al., 1989a].

Ceiiyac THOHUHBI PA3/ICISIFOT MO YUCIY IUCTCHHOBBIX OCTATKOB M PACIIOJIO-
KCHHUIO TUCYNb(QUIHBIX MOCTUKOB Ha 4 kiacca [Bohlmann et al., 1994 — mut. mo
Bohlmann, 1999]: kmacc I — THOHHHBI ¢ 8 IUCTCHHOBBIMH OCTATKAMM, TAKHE Kak
ITypOTUOHHHBI, TOPAOTHOHMHBI; Kitacc I — THoHUHBI 6e3 3-T0 U 6-TO IUCTEUHOBBIX
OCTaTKOB, TAKUE KaK KpaMOWH M JINCTOBBIC BUCKOTOKCHUHBI, Kiacc I11 — TnoHuHBI 63
2-10 ¥ 8-TO MUCTEUHOBELIX OCTATKOB; Kiacc IV — THOHUHEI Oe3 2-T0 [IUCTEUHOBOIO
OCTaTKa, HO OHH COJICP KAT HOBBIH IIUCTENHOBBIA OCTATOK MEXKIY 4-M U 5-M oCTart-
KaMu.

HakoriieHre THOHUHOB B JIMCThSAX WHAYIUPOBAIOCH TPU 3apPAXKCHUU PacTe-
HUU rpubamMu ¥ OAKTEPUSIMH, O] BO3JICHCTBHEM TSDKEIIBIX METAJUIOB, CAJIMIUIIA-
Ta, )KaCMOHOBOW U 2,6-IUXJIOPU30HUKOTHHOBOM KUCIOT [Bohlmann et al., 1988;
Ebrahim-Nesbat et al., 1989, 1993; Fischer et al., 1989; Andresen et al., 1992; Boyd
et al., 1994; Valé et al., 1994; Wasternack et al., 1994; Kogel et al., 1995; Terras et
al., 1995]. Dxcnpeccus rena Thi 2.1, komupyroliero B pacteHusx 4. thaliana onun
0eNIoK M3 TPYIIbl THOHUHOB, YCUJIMBAJIACH TOJ] BIIMSHUEM TaTOTeHa, HUTpaTa ce-
pebpa U METHIDKacMOHATa, HO HE CAJIMIIMJIATA, YTO CBHJIETEIILCTBYET IO MHEHUIO
ABTOPOB O Pa3jIMUYUSX B CUTHAIBHBIX MyTAX IS WHIYKIMH CHHTE3a THOHWUHOB U
npyrux PR-6enkoB [Epple et al., 1995]. Dkempeccus atoro rena Obuia Gosee BbI-
pakeHa B YCTOMYUBBIX K Tpuly Fusarium oxysporum f sp matthiolae pacTeHusX 1Mo
CPaBHEHUIO C BOCIPUUMYHBBIMH pacteHusimu. Cynepakcnpeccust Thi 2.1 THOHUHA
COIIPOBOXK/IAJIACH AHOMAIIUSIMU B pocTe TU( Tprda, B TOM YUCIIEC UX CBEPXBETBIICHU-
em [Epple et al., 1997]. TuoHHHBI, BIJICIICHHBIC W3 JTUCTHEB U SHAOCIEPMA sTUME-
Hsl, OBUTH TOKCHYHBI B YCIIOBUSX i1 Vitro sl (PUTONATOTCHHBIX TPUOOB U OaKTepuit
[Fernandez de Caleya et al., 1972; Bohlmann et al., 1988; Florack et al., 1993; Molina
et al., 1993a; Terras et al., 1993a,b, 1996]. TokCHYHOCTh THOHHUHOB 00YyCJIOBICHA
UX paspylIaronmM JeiicTBueM Ha MeMOpanbl naroreHoB [Thevissen et al., 1996].
OKcIpeccHst SHIO0CIEPMCIICIIU(PUIHOTO TOPIOTUOHIHA B TPAHCTECHHBIX PACTCHUSIX
Tabaka MOBbINIANIA UX YCTOWYMBOCTh K OakTepuanbHOi nHpekmuu [Carmona et al.,



194 B.U. MAJIMHOBCKUN

1993]. Onnako /1. ®nopaxk ¢ coaBropamu |[Florack et al., 1994] B ananoru4yHbIX dKC-
MEPUMEHTaX He MMOATBEPIUIIN 3TH JTaHHBIE.

CewmeiictBo PR-14. B cemeiictBo PR-14 BXoAAT TMNUATPaHCIOPTHBIE OETIKH.
Onu Ha3BaHBI TaK MOTOMY, YTO TIEPEHOCAT (HOCONUIHIIBI Yepe3 KICTOUHBIE MEM-
OpaHbI 1 MOTYT CBSI3bIBAaTh KUPHBIE KUCIOTHI [Zachowski et al., 1998]. 310 ocHOB-
Hble Oenku ¢ M. M. 9-10 x/la, umeroniue 8 UCTEeHMHOBBIX ocTtatkoB [Kader, 1996;
Arondel et al., 2000]. OH1 CeKpeTHPYIOTCS U3 KIETOK, CBSI3BIBAIOTCS C KJICTOYHBIMH
crerkamu [Sterk et al., 1991; Thoma et al., 1994] u ciocoOCTBYIOT UX PACTIKCHHIO
[Nieuwland et al., 2005].

CuHTe3 3TuUX OCIKOB MHIYLUPOBAJCS B PACTCHUSX SUMEHS, MOPa)KEHHBIX
Erysiphe graminis win Rhynchosporium secalis [Molina, Garcia-Olmedo, 1993;
Garcia-Olmedo et al., 1995], pacTeHusX MIIIEHULBI IPU X0JI010BOM cTpecce [Gaudet
et al., 2003] u pacrenusx tomaroB npu obpadorke NaCl [Torres-Schumann et al.,
1992]. Ot Genku MHrHOMPOBAIM OaKTEPHATILHYIO M TPUOHYIO MH(EKIUH TaK XKe
kak nedencunsl U TnoHUHEI [Kristensen et al., 2000; Ge et al., 2003], Ho B oTHune
OT HHUX CHHTE3 JIMMUATPAHCIIOPTHBIX OENKOB YrHETaICs NMpu oO0paboTke pacTeHHH
YKaCMOHOBOHW KucioTol [Molina et al., 1993b]. dyHrunuaHOe NCHCTBUE JTUHJI-
TPaHCHOPTHBIX OEJKOB 00YCIOBIICHO MX MOBPEKIAIONINM ACHCTBHEM Ha MEMOpaHbI
narorena [Regente et al., 2005]. Unokynsiuust mrammom PO BTM Bei3biBana o6pa-
30BaHUE JIOKAJIBHBIX HEKPO30B M HAKOIUICHUE JMITUATPAHCIOPTHBIX OEJIKOB B pac-
TCHUSIX TI€pla, HO PU CUCTEMHOM MOPAXEHUH pacTeHui nepua mrammom P BTM
cojiepkaHue ITUX OeNKOB He MeHsutoch [Park et al., 2002].

CemeiictBo PR-15. B cocras cemeiicTBa BXOJAT INMMKONPOTEUHBI T€PMUHBI.
Onu BriepBbIe OBLUTH OOHAPYKEHBI B 3apOABIIIAX SYMEHS, pUca, KyKypYy3bl, MIICHHU-
uel 1 pxu. B 1980 1. 13 mpopacTrarommx 3apoAblieil MIIeHUIB! ObUTH BbIACICHBI
MOHOMepHI TepMuHa (M. M. puMepHo 22 k/la) [Thompson, Lane, 1980], kotopsie
COCAMHSIOTCS i1 Vivo B onmuroMepsl (M. M. mpumepHo 130 k/la), ycroiiuuBbie kK 0Opa-
6otke TpuncuHoM [Grunwald et al., 2003]. 3aTtem ObUIO yCTAaHOBIEHO, YTO TEPMHHBI
SIBIISIFOTCSL TIIMKOMPOTEMHAMH, TaK KaK COZAEPKaT YIJICBOIHBIC KOMIIOHEHTHI, B TOM
gyucie N-mmokas [Lane et al., 1987]. [epMuHbI ObUTH BBISIBICHBI B KOPHSX, CTEOSX
U JIUCTBSX TPOPOCTKOB MIICHUIBI, TpudeM npuMepHo 50 % oT o01iero copep:kaHus
TepMHUHOB BXOJIMJIO B COCTaB KJIETOYHBIX cTeHOK [Grzelczak, Lane, 1983, 1984; Gr-
zelczak et al., 1985; Lane et al., 1992]. ['epMuHBI yyacTBYIOT BO MHOTHX MpoIeccax
pocTa U pa3BUTHS PACTEHHU, a TakXkKe B 3alllUTe pacTeHWi OoT cTpeccoB [Bernier,
Berna, 2001]. bruto nmokaszano [Lane et al., 1993], uto onuromeps! repMuHa odnaaa-
10T OKCaJIaTOKCHJIa3HOM akTuBHOCTHIO. [Ipennonaraercs [Lane, 2002], uto repmu-
HBI pa3iaratoT rpuOHOM TOKCHH (IIaBENEBYIO KHCIOTY) ¢ 00pa3oBaHUEM MEPEKUCH
BOJOPO/IA, KOTOpasi SABJSIETCS CUTHAIBHBIM BEIISCTBOM ISl Pa3BUTHSI MEXaHU3MOB
YCTOWYMBOCTH, HEOOXOAMMA JIJIsI TaTOTeH-WHIYIUPOBAHHOM I'MOETN PaCTUTENBHBIX
KJIETOK M JJISl YCHJICHHS KJIETOYHBIX CTEHOK.

Cuntes repmuHoB 1 ux UPHK mHaynupoBacsi B 4yBCTBUTEIBHBIX H CBEPX-
YyBCTBHUTEJBHBIX 3JIAKOBBIX PAaCTEHUSIX, MOpakeHHBIX Tprbamu [Zhang et al., 1995;
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Hurkman, Tanaka 1996; Wei et al., 1998]. Tpaucrenusie pactenus cou [Donaldson
et al., 2001] u Tonoxns [Liang et al., 2001], skcnpeccupyromye NIIEHAYHBIH T'eH,
KOAMPYIOIINH TepMUH, OblIH 0o0Jiee YyCTOWYHMBEI IO CPAaBHEHHIO C UCXOAHBIMU (hop-
MaMU K TpHOHOM HH(pEKIINH.

CemeiictBo PR-16. B cocTtaB cemeiicTBa BXOJSAT TepPMUHOINONOOHbIC OCIIKH
(I'TIb). Onn umerot 30-70 % cxoacTBa B aMUHOKUCIOTHOM MOCIIEIOBATEILHOCTH C
HnIeHnYHbIM TepMuHOM [Lane et al., 1991]. B omnuue ot repmunos, ['TI6 o6Hapy-
YKCHBI B IPEJICTABUTEIISX BCEX CEMEHCTB MOKPHITOCEMEHHBIX PACTEHHM, JIUIICHBI OK-
canarokcuaasHor aktuBHOCTH | Vallelian-Bindschedler et al., 1998], Ho HekoTOpBIC
U3 HUX UMEIOT CyNepOKCHIAMCMYTa3Hyto akTuBHOCTH [Christensen et al., 2004].
[TosTOMY OHM, KaK W TepMHHBI, 00JaJarolIe OKCaIaTOKCHIa3HOW aKTUBHOCTBIO,
MOTYT MPOAYLUPOBATh NEPEKUCHh BOAOPOAA M TEM CaMbIM Y4YacTBOBaTh B 3aIIUTE
pacteHuii OT MaroreHoB. Bupyc-mHAyHMpOBaHHOE MONTYaHUE Te€HA, KOAMPYIOIIETrO
I'TIb B pactenusix Nicotiana attenuate Torr. ex S. Watson, mIpUBOAWIO K CHUXKE-
HUIO COZIEpKaHMs MEPEKUCH BOAOPOJa M MHIMOUTOpa TPUIICHHOBOM MPOTEHHA3BI U
TEM CaMbIM MOBBIIIAIO YYBCTBUTEIBLHOCT pacTeHu K BpenutessiM [Lou, Baldwin,
2006].

BrIsIBICHO MOBBIIEHHOE IO CPABHEHUIO CO 3J0POBBIMU PAcTEHHSMHU COIEP-
xanue ['TIb B 371aK0BBIX pacTeHUsX, MOpakeHHbIX rpudamu [Schweizer et al., 1999;
Christensen et al., 2004], u B cBepx4yBcTBUTENBHBIX K BTM (mtamm P ) n 6akrepu-
ssM Xanthomonas campestris pv. vesicatoria pactenusix nepua (Capsicum annuum
L. copt Bugang) [Park et al., 2002, 2004b]. [Ipu cucremMHOW peakiuu pacTEHU
nepua B OTBET Ha 3apaxenue mrammoM P, BTM conepxanue uPHK I'TIb He me-
Hsnock. AktuBHOe HakoruieHnne nPHK I'TIb npoucxonuno B pacTeHusax nepua npu
00paboTKe canuUmIOBON KucnoTol mim stredornom, Ho NaCl n MeTHiKacMOHAT He
BiusuM Ha dkcnipeccuto rena ['TIb [Park et al., 2002].

CemeiictBo PR-17. B coctaB cemelicTBa BXOAAT O€NKH, OOHApy>KCHHbIC B
pacTeHusx Tabaka, nmopaxeHHbix BTM [Okushima et al., 2000], nmenunsr [Gor-
lach et al., 1996] n sumens [Christensen et al., 2002], uHQUUUPOBAHHBIX TpHOAMH
i 00paboTaHHBIX OEH30THAU30I0M — HHAYKTOPOM CHUCTEMHOUN MPpHOOpEeTeHHOM
YCTOWYMBOCTH K TIOBTOPHOMY 3apaKEHHIO MaToreHoM. OYHKIUK STHX OENKOB MOKa
He u3BecTHB. OHAKO M3y4YeHHE aMHUHOKHCIIOTHOW IMOCIIEI0BATENILHOCTH OEJIKOB,
BBIJICJICHHBIX U3 PACTEHUH SYMEHS, MOKa3aJl0, YTO KOHCEpBAaTHBHAS YacTh UX MOJIe-
KyJI UIMEET CXOJICTBO C aKTHBHBIM LIEHTPOM SK30MENTHa3bl aMUHOIIeNTHAa3bl N 3y-
KapHOTOB U DHJONENTHAa3bl TepMonn3nHa u3 6akrepuii [Christensen et al., 2002].

CemeiictBo PR-18. HoBoe npesamnonaraemoe cemeiictBo PR-OenkoB [van
Loon et al., 2006]. B ero cocras Bxoast 6enku (M. M. mpumepHo 60 k/la), BbIsiBICH-
HBIE B DKCTPAKTaX JUCTHEB JIaTyKa U MOoAcoIHeuHnKa. OHU 00J1a1ain aHTUMHUKPOO-
HOW aKTMBHOCTBIO U MMeEJIU OOJIBIIYIO TOMOJIOTHIO C PACTHTEIBHBIMU KapOoruapar-
okcuaazaMu. VX cMHTE3 aKTHBUPOBAJICS TP 3apayKCHUU PAacTeHUH rpudamu 1 00-
paboTKON CalMIMUIOBOM KHCIOTOH. OfHAKO 00paOOTKH STHIICHOM HJIHM >KaCMOHOMN
KHCJIOTOM He BIIMSUIM Ha cOJepiKaHUe dTHX OENKOB B JUCThAX. TpaHCreHHBIE pacTe-
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HUs Tabaka, IKCIPECCUPYIOLINE TeH KapOOTruApaT-oKCHIa3bl MOICOTHEUYHUKA, ObLIH
OoJiee yCTOMUMBEI K 3apakeHUt0 Pectobacterium carotovorum ssp. carotovorum 1o
CpaBHEHHIO ¢ ucxoaHbIMU pacteHusiMu [Custers et al., 2004].

Takum 00pa3oM, cOrIacHO JIUTEPATypHBIM JaHHBIM, B PACTEHHSX, TIOPaXKeH-
HBIX TTaTOreHaMH, TOBBILIAIOCH cofepkanue PR-0enkoB, mpuHauiexxammx K 00Ib-
LIMHCTBY M3BECTHBIX CeMEHCTB 3Tux OenkoB. Cyns mo ux cBoicTBam, PR-Oenku
MOTYT y4acTBOBAaTh B 3al[UTE PACTCHUH OT HACEKOMBIX-BpEAUTENEH, IpuboB 1 Oak-
tepuil. Ponp PR-0eskoB B 3ammre pacteHui OT BUPYCOB IMOKa He sicHa. MMerorcs
npuMepsl, uto PR-6enku MOTyT cioco0CTBOBAThH MOPAKEHUIO PACTCHUI BUPYCaMHU.
Tak, moBbIlIeHHEe aKTUBHOCTH [3-1,3-TTI0KaHa3bl MOXKET OOJETYUTh TPAHCHIOPT BU-
PYCOB B JIUCTBSIX CBEPXUYBCTBHUTENIBHBIX pacTeHUi. B ombITax ¢ pacrenusimu (a-
conu copta [Tuaro u N. glutinosa, 3apaxxennpiMu mrammamMu VM u Ul BTM, BbI-
sIBJICHA TIpsIMasi KOPPEeJSIKs MEKIY aKTHBHOCTBIO 9TOTO (pepMeHTa U TPaHCIIOPTOM
Bupyca B nucThsx [Kearney, Wu, 1984]. B pactenusix Tabaka (copt Havana 425),
nepuuuTHBIX 1o B-1,3-Tmokanase [ B pesynbrate aHTUCEHC-TpaHCPOPMAIHMU, ObLT
mumuTHpoBaH Tpancnopt BTM u Bupyca Hekposa tabaka [Iglesias, Meins, 2000].
OT0 00BsIcHSEeTCSA TeM, uTo [-1,3-mmokaHasza paspymaer kamiosy (f-1,3-miokan),
KOTOpast OTKJIaAbIBACTCS B KIETOYHBIX CTEHKAX M IUIa3MOJECMaxX U TEM CaMbIM 0J10-
KHpyeT TpaHcopT BUpyca [Shimomura, Dijkstra, 1976]. [loka3ano, 4To B MeXKIIe-
TOYHOM MPOCTPAHCTBE JTUCTHEB OOJBHBIX PACTEHUI TOMATOB U TabaKa YHOMPOTEH-
Ha3a paspymaeTr PR-0enku, cuHTe3 KOTOpBIX OBIT MHAYLHPOBaH 3apaxenueM BTM
[Rodrigo et al., 1991]. Kpome Toro, pacTurenbHble MPOTEHHA3bl MOTYT Y4aCTBOBATh
B MMPOLIECCUHTE MOTUBUPYCOB. Tak, ObLTH MOTy4eHBl TPAHCTEHHBIE pacTeHus Tabaka,
IKCTIPECCHUPYIOIINE BCTPOCHHBIN T'eH opu3alucTaruHa | (MHruOUTOp UCTEMHOBBIX
nporenHas). OHu OblIH O0Jiee YCTOWYMBEI IO CPAaBHEHHIO C UCXOAHBIMU PACTCHUS-
MU K BUPYCY I'paBHpOBKH Tabaka U Y—Bupycy kaprodens [Gutierrez-Campos et al.,
1999]. O6a >Tu BUpyca OTHOCSTCSA K IOTHBHPYCAM M UCTIOJIB3YIOT JUIsl TPOIIECCHH-
ra cBOMX OEJKOB IIMCTEMHOBBIE MPOTerHA3bl. He McKITtoueHa BEpOsSTHOCTD Y4aCTHS
pPacTUTENBHBIX MPOTEHHA3 B JENPOTCHHU3AIMHA BUPYCHBIX YaCTHIL, HEOOXOIUMOM
JUIs. MHUIAaUUu MHQEKInoHHOoTro nporecca. OQHako MPOTEeHHA3bl, BOBMOXKHO, MO-
TYT CIIOCOOCTBOBATh U 3aIIUTE PACTCHUH OT BUPYCOB, paspyluas OeJI0K 000I0YKH 1
LieJIble BUPMOHBI BHYTPH KJIETKH U, 0COOEHHO, B MEKKIECTOYHOM ITPOCTPAHCTBE.

[Momumo GenkoB u3 cemeiictBa PR-6 (MHruOMTOpHI MpoTEeWHa3) B 3allld-
T€ pacTeHUI OT BHPYCOB, BEPOSTHO, MPUHUMAIOT y4yacTHE MEPOKCHIa3bl JINTHUH-
o6pasyromero tuna u PHKa3e1. Kak Ob110 ykazaHo BbIlIe, IEPOKCHIA3Bl YUaCTBYIOT
B YKPEIUJICHUH KJIETOUHBIX CTEHOK U TEM CaMbIM CIIOCOOCTBYIOT JIOKaJTU3aIUU BUPY-
COB B CBEpXUyBCTBUTEIBHBIX PACTCHUSIX. TpaHCTEHHBIC pacTeHHs Tabaka C MOBHI-
meHHbIM ypoBHeM dkcripeccuu PHKas (cemeiictBo PR-10) 6butn 6onee ycToH4nBEI
k BTM 1mo cpaBHeHHMIO ¢ MCXOAHBIMU pacTeHHsMH [Watanabe et al., 1995; Ham-
mond, 1997; Sano, 1997; Langenberg et al., 1997; Tpudonosa u np. 2002].

OnHako UMEIOTCS TaHHbIE, IOABEpraroliue COMHEHHIO yuacTrue PR-6enkoB B
Pa3BUTHU MPHOOPETEHHON YCTOWYMBOCTH, JIOKAJIH3alUN U MHAKTUBALIMU BUPYCOB.
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Tak, oHn 00pa3yroTcsi B 310pOBBIX Kajutycax Tabaka. [Ipeamonaraercs [van Loon,
1983], uTo MX TMOSBICHHE B KJIETKAaX Kajulyca OOyCIIOBIICHO JIEHCTBHEM (HUTOTOP-
MOHOB, MPHUCYTCTBYIOIINX B MUTATEIbHBIX cpeaax. PR-Oenku Oblin HaliieHb! B He-
OOJIBIIMX KOJNIMYECTBAX B CTAPCIOLIMX JIUCTHSIX LBETKOBBIX PACTEHHM, LIBETOUHBIX
noykax. [loTeHIMaIbHO BCe TKaHU PACTEHUS CIIOCOOHBI K CHHTE3Y pa3indHbIX PR-
OCJIKOB IIPH POCTE M Pa3BUTUH, BETCHUH W CTapeHUH pacTeHui [van Loon et al.,
1994]. Ixx. Kapp c coasr. [Carr et al., 1982] nonoxwunu, uto ”PHK st PR-1 6enkos
MIPUCYTCTBYET HE TOJIBKO B JIUCTHSIX OONBHBIX, HO U 37I0POBBIX pacTenuii. PR-10 Gen-
KM HaliJJeHbl B KOPHAX U cTeOMsIX 310poBbIX pacTenuit [Crowell et al., 1992; Warner
et al., 1994; Pinto et al., 2005], cyxux cemenax [Warner et al., 1994] u pa3znuunbix
yactsax 1BeTkoB [Breiteneder et al., 1989; Warner et al., 1994; Huang et al., 1997].
Boutn BeiAenensl Tpu Kucnbix fB-1,3-mmokanassl [Young, Pegg, 1981] u xutunasa
[Pegg, Young, 1982] u3 nuctheB U cTeOICH 370pPOBBIX pacTeHUN TOMAaTOB. BBUIO
nokazano Haxomienne HPHK ni1st XuTHHA3 B IMCTBSAX 3[0POBBIX JEPEBHEB TOMOJS
[Parsons et al., 1989] u runokotmisax ¢aconu [Hedrick et al., 1988] B pe3ynbrare
MEXaHHYECKOro MoBpekaeHus. PR-0enky HakarmBaluch B 310POBBIX PACTCHUSX
Tabaka B niepuon 1BeteHus [Fraser, 1981; Shinshi et al., 1987; Lotan et al., 1989;
Memelink et al., 1990; Neale et al., 1990; Ohshima et al., 1990] u pu cTpeccoBbIx
BO3/ICHCTBHUSAX B 3I0POBBIX YyBCTBUTEIBHBIX U CBEpX4yBCTBUTENBHBIX K BTM pac-
TeHusx Tabaka [Asselin et al., 1985; Ohashi, Matsuoka, 1985b; Ohshima et al., 1990;
Fujibe et al., 2000]. ConeBoii cTpecc HHAYIIUPOBAII HAKOILICHHE OCMOTHHA (Tabad-
HbIi 6enok PR-5¢) u ero romonora NP24 (PR-5a) B pactenusix Tomaros [Singh et al.,
1987]. benku ¢ xuTuHa3HOM 1 B-1,3-TIIIOKaHA3HON aKTHBHOCTSMH HaKaIlIMBAJINCh B
CTpYYKax ropoxa Ipy CO3PEBaHNH U B OTBET Ha BO3/ICHCTBUE TaKKX (PAaKTOPOB CTpeC-
ca, KaKk MEXaHMYEeCKOoe MOBPEKACHUE, 3apakeHue rpudamu, 00paboTka XUTO3aHOM
wiu 3tiieHoM [Mauch et al., 1988]. 3apakeHue naTroreHOM WM TaKHE CTPECCOPBI,
KakK TEIUIOBOM ILIOK, HU3Kasi TeMIeparypa u 00paboTKa TekeJIbIMH METalllaMH BbI-
3bIBalid HakoruieHHe PR-0enkoB B MEXKIETOYHOM MPOCTPAHCTBE JIUCTHEB SIUMEHS
[Tamas et al., 1997]. O6paborka pacrenuii HgCL, n unbexuus apoxokesodi PHK
MOBBIIIANA X YCTOWYMBOCTH K BUpYCaM, HO He BiHsJIa Ha coaepkanue PR-6enkos
[Gicherman, Loebenstein, 1968; Gianinazzi et al., 1970; van Loon, 1975]. Bsuio
MOKa3aHO, YTO B OOJBHBIX TPAHCTEHHBIX PACTeHUSIX A. thaliana BCTPOSHHBIN T'eH C
IIPOMOTOPOM XMTHHA3bI 3KCIIPECCUPOBAJICS B JINCTHSX BOKPYT HEKPO30B, a B 3710pPO-
BBIX TPAHCTEHHBIX PACTEHUSIX — B IPYTUX opranax [Samac, Shah, 1991].

Kpome Toro, PR-0enxu Obutn 0oOHapyXeHBbl B BOCHIPUUMYUBBIX PACTCHUSIX,
cucremuo uHpuuupoBanHsix BTM [Fraser, 1982], Bupycom OpOH30BOCTH TOMATOB
[KoBanenko u ap., 1989], Bupycom orypednoil Mo3auku U Y BHPYCOM KapTOoQems
[van Loon, van Kammen, 1970]. [lopaxxenue rpubamu HHAYIUPOBAIO 0OJIEE BBICO-
KM€ XUTUHA3HYIO U -1,3- III0KaHa3HYI0 aKTUBHOCTH B YYBCTBHUTENBHBIX PACTCHUSX
TOMAaTOB, YeM B yCTOWYMBBIX pacTeHusX [Pegg, Young, 1982; Ferraris et al., 1987]
He HaiijieHO KOTMYECTBEHHOM U BPEMEHHOM B3aUMOCBSI3U MEK1y HakoruieHnem PR-
0eJIKOB M ycTOMYMBOCTBIO pacTeHnit Kcantu HK, N. glutinosa. n Nicotiana rustica
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L. k 3apaxxenuto BTM [Fraser, 1982; Sherwood, 1985; Dumas, Gianinazzi, 1986].
Tpancrennsle pactenusi Tabaka co BcTpoeHHbIMH TeHamu PR-OenkoB (PR-1a, 1b,
GRP, S) e oTMyanuch Mo cBOEH yCTOWYMBOCTH OT UCXOAHBIX pacteHwuii [Cutt et al.,
1989; Linthorst et al., 1989]. Ha ocHOBaHNH pe3yabTaTOB CBOMX OMBITOB C TPAHCTEH-
HBIMHU pacTeHHsMHU Tabaka (reHoTurnsl NN | nn), IOCTOSIHHO 9KCIIPECCUPYIOIUMH
reH Oenka obonouku BTM, Jx.I1. Kapp c corp. [Carr et al., 1989] npumnu k 3a-
KITIoueHu1o0, uto PR-1 Oeskn He UrparoT CyIecTBeHHON POJM B yCTOWYMBOCTH 3TUX
pactenuii Kk BTM. Onnako rubpun N. glutinosa x N. debney, TOCTOSHHO CHHTE3HUPY-
rouuit PR-6enku, Opi1 Beicoko yeroiiune k BTM [Ahl, Gianinazzi, 1982]. PR-6enku
He UHrUOMPOBaIU HAKOTIJICHHE BUPYCOB B THCThX [ Antoniw, Pierpoint, 1978; Hooft
van Huijsduijnen et al., 1986] u nzonupoBanubix npororutactax [Kassanis, White,
1978; Kassanis, 1983]. Puzobakrepuu, 3aceistoliue KOpHU pacteHuit A. thaliana n
HE SIBISIOIIMECS TTaTOreHaMH, BBI3BIBAIM y 3TUX pacTeHuil ISR, HezaBucHMyro oT
skcnpeccun PR-renos [Pieterse et al., 1996].

BepositHo, Hakomienne PR-0enkoB 3aBUCHT OT CTENICHW MOBPEXKICHHS pac-
TeHuid. Tak, HeKPOTHYECKHUI ITaMM Y-BHpYyca KapTo(ess BbI3bIBaJ O0jIee TsKeble
CHMIITOMBI 3a0051eBaHus 1 OoJiee 3HaUNTeNbHOE yBennueHne aktuBHocTH PHKas3b! B
pacTeHusx Tabaka 10 CPaBHEHHMIO ¢ 06BIYHBIM mTaMMoM [Sindelafova et al., 2000].
Br110 00Hapy>KeHO NOBBIIIEHNE aKTUBHOCTH [3-1,3-ITI0KaHa3bl B paCTEHUSAX COH, CH-
CTEMHO MOPaKEHHBIX BUPYCOM MO3aUKH COM, HO B OECCUMIITOMHBIX KpaiiHe YCTOM-
YHUBBIX K 3TOMY BHUPYCY PAaCTCHHUSX COM aKTUBHOCTH (PEpMEHTa MOCIC 3apakeHHS
CYIIECTBEHHO He MeHsutack [Andreeva et al., 2002]. B ombiTax ¢ pacTeHUsIMH Typ-
MaHa, UHQHULIUPOBAHHBIMHU TPEMsI H30JIITaMH X-BHpYyca KapTodens (caalsii, cpen-
HUH, CypOoBbIii), OblJIa yCTAaHOBJIEHA 3aBUCUMOCTD HaKOTUICHHsI KUCIBIX PR-0enkoB
OT CTENEHH CYpOBOCTH CHMITOMOB 3a00JIeBaHUs, IPUYEM DJIEKTPO(OpeTHIECKHUMA
cnektp PR-0enkoB ObUT OMHAKOB B 9KCTPAKTaX M3 JUCTHEB 30POBBIX M OONBHBIX
pacrenwii [Sapotsky et al., 2005].

Takum 00pazoM, Ha OCHOBAHUH JIUTEPATYPHBIX AaHHBIX MOXKHO CIeNaTh Clie-
nyroiee 3akiroueHue. Hakorienne PR-0enkoB siBnsieTcst HecriemupuaHoM peakiueit
pacTeHuii B OTBET Ha MEXaHUYIECKOE MOBPEXKICHHE, aTaKy HACEKOMBIX-BPEAUTEIICH U
MaTOTeHOB, 00PaOOTKY AMUCUTOPAMU M HHAYKTOPAMH 3alUTHBIX PEAKLUUi. YPOBEHb
HakoruieHus PR-0eskoB 3aBUCHT OT cTemneHW MOBPEeXACHUS pacTeHus. Hekotopole
PR-6enxwu (B-1,3-mmrokanasbl, IpOTEHMHA3HI ), BO3MOXKHO, CIOCOOCTBYIOT MOPAKEHHIO
pacrenuii Bupycamu. Takue PR-0Oenkn, kak ”HTUOUTOPBI IPOTEHHA3, IEPOKCHUAA3HI
n PHKa3p1, yyacTByIoT B 3amuTe pacteHuii oT BupycoB. Ponb apyrux PR-6enxoB Bo
B3aMMOACHCTBHM PACTCHUI ¢ BUPYCaMH [TOKa HE yCTaHOBJICHA.

8.3. benku, MHaKTUBUpYOLME pubocCoMbI

benku, nrakTrBHpYtonme pudocomMsl (ribosome-inactivating proteins — RIPs),
SIBJISIFOTCS LIMPOKO PAcIIpOCTPAHEHHOM B PACTUTEIILHOM MHUpPE IPYIIIOi OenKoB odu-
nuanpHo Ha3BaHHOU pPHK N-mmokosumazamu (EC 3.2.2.22), koTOphIe BIHSIOT Ha
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cocTosiHie puOOCOM IPO- U AYKAPHOT, OTpe3asi Cienn(UIHBIN aIeHUHOBBINA OCTATOK
y BBICOKO KOHCEPBAaTHBHOM mocienoBarensHoCTH 28S pubocomansHoit PHK [Endo
et al., 1987, 1988]. DTo HEOOpaTUMOE U3MEHEHUE TIPUBOJIUT K HECIIOCOOHOCTH pPH-
0ocom cBs3bIBaTh (pakTopsl anonranuu [ u [ 1 mosToMy OIOKMpYET TPaHCISIHIO.
Opnnako Obut0 MOKa3aHo [Irvin et al., 1980], uro HHrHOUpPOBaHUE TPAHCIIALUH, O0Y-
cioBneHHoe neiictBueM RIPs, MoxkeT OBITH MPEoJ0IeHO YBEIMYEHUEM KOHLIEHTpa-
uun Qaxropa soHranyu eEF1A. TTomumo N-rmroko3una3Hol akTHBHOCTH HEKOTO-
peie RIPs umerotr JIHKaznyto, JIHK ruko3unasnyo, cynepoKCUIIUCMYTAa3HYIO aK-
tuBHOCTH [Nicolas et al., 1997, 2000; Sharma et al., 2004], X0Ts ecTh IOAO3pEHHUE,
YTO HyKJIea3Has akTuBHOCTh RIPs o0ycnoBieHa 3arps3HeHreM IpyrumMu pepMeHTa-
mu [Day et al., 1998].

RIPs BoIIeCHBI U3 OHO- U ABYAONBHBIX pacTeHuil 50 BugoB u3 17 ceMeiicT
[Sharma et al., 2004]. RIPs 6butn oOHapyKeHbI BO BCEX OpraHax M TKaHsAX PacTCHUH
(aHmOCHTIEpM, JTUCTBS, KOPHHU, IUIONBI). Y HEKOTOPBIX pacTeHuil comepxanue RIPs
MoxkeT focturarh 10 % ot obmiero ypoBHs Oeinka [Jensen et al., 1999]. B pacrenusix
Ph. americana RIP xonupyetcs HeckonbkuMu reHamu [Lin et al., 1991].

Ha ocnoBe ux crpykrypHoro pasHooOpasusi RIPs mensar Ha Tpu Tpynmbl
[Jensen et al., 1999]. I'pynmna RIPs I naubonee muorouncinenna. Bee npencraBurtenu
9TOH TPYIIIBI SBJISIOTCS OMHOLETIOUEYHBIME (pepMEHTaMHu ¢ M. M. mpuMepHo 30 k/la.
B ee coctaB BXOJAT aHTUBHPYCHBII O€JIOK U3 paCTCHUH JIAKOHOCA, TPUXOCMUTHH, Te-
JoHUH. Y punuHa (TunuuHoro npeacrasurens rpynmsl RIPs 11) karanutnyeckas ne-
MOYKa CBs3aHa OIMHOYHBIM OHMCYNb(UAHBIM MOCTHKOM C LIeNoukoi sektuna [Lord,
1985]. TpeTbst rpymmna coaepKuT J1Ba OeNka, KOTOPBIE JTOKATH30BaHbI B IUTOIIIa3Me
KJIeToK Manca u ssumens [Walsh et al., 1991; Reinbothe et al., 1994]. RIP u3 manca
HaKaljIuBaeTCs B cCeMeHax B (hopMe HEaKTUBHOTO NpeaniecTBeHHuKa ¢ M. M. 30 k/]a,
KOTOPBIA MpHU MPOpPacTaHUU CEMSH MPEBPAIAETCS B aKTHBHYIO JBYXIIETIOUEYHYIO
¢dopmy mocie yganeHus BHyTPEHHETO TeNTHIa U3 JOMEHa, He 001aJaroero Kara-
JUuTHYeCKol akTuBHOCTBIO [Walsh et al., 1991]. V pacrenuii Phytolacca insularis
Nakai moBblmanace sKcrpeccusi reHa, konupyromero 6enok RIP II, B pesynbrare
MEXaHHYECKOTO MOBPEKICHHUS U 00pabOTKM KaCMOHOBOW MM aOCIIM30BOW KHCIIO-
TaMH, HO CAJIMLIIIOBAsl KMCJIOTa He BIIsJIa Ha SKCIPECCHIO 3Toro rena [Song et al.,
2000].

Hexotopeie RIPS nnakTHBHpYIOT XO03sHiCKHEe pUOOCOMBI, Apyrue — pudoco-
MBI U3 HEPOJCTBEHHBIX BUIOB, B TOM YHCJE KUBOTHBIX U rpuboB [Stirpe, Huges,
1989]. [pennonaraercs [Jensen et al., 1999], uto RIPs, cnocoOHbIe HHAKTUBUPO-
BaThb XO35HCKHE PHOOCOMBI, yUacTBYIOT B MPOrpaMMHPOBAHHON KJIETOYHOW cMep-
Tu. [Ipyrue, KoTOpble HHAKTUBUPYIOT HEXO3sIMCKHE PUOOCOMBI, UMEIOT 3allIUTHBIE
(YHKIMH TPOTHB MaTOTeHOB W BpeauTesell. O0paboTKa BUPYCHBIX MpenaparoB H
JUCTHEB aHTUBUPYCHBIM OCJIKOM U3 pacTeHHi 1akoHoca u Eranthis hyemalis Salisb.
MOYTH TOJHOCTBIO MPEJOTBpalllaia MEXaHUYECKOEe 3apakeHUE JINCTHEB BUPyCaMH
[Kumar et al., 1990, 1993; Chen et al., 1991b]. Dkcnpeccust k/IHK Genka u3 pacre-
HUI JTaKOHOCA B TPAHCTCHHBIX PacTEHHUAX Tabaka U KapTogelis, KOTOpble HE UMEIOT
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sHjoreHHelx RIPs, moBblmana yCTOWYUBOCTD ATUX PACTEHUM K MEXAHUUYECKOMY U
BEKTOPHOMY 3apayKCHUSIMH BUPYCaM, OJIOKUPYsI, BO3MOYKHO, TPAHCIISAIUIO BUPYCHOM
PHK [Lodge et al., 1993; Smirnov et al., 1997]. TpancreHHble pacTeHus Tabaka, 3Kc-
npeccupyronue red RIP I u3 pacrennii upucos, 6pun yctoitunsel K BTM 1o cpas-
HEHMIO ¢ UCXOTHBIMH pacTeHHsAMH. OHAKO UX BUPYCOYCTOMYMBOCTH OblIa HUIKE,
4yeM y pacTeHu, sxkcnpeccupytouiux reH RIP I u3 pactenuii upucos. Dxcnpeccust
9THX TEeHOB HE CONMPOBOXKIanach HakorieHueM PR-OenmkoB. Kpome Toro, ombITh €
MIPUBUBKaMH MMOKA3aJH, YTO BUPYCOYCTONUMBOCTh 3TUX RIPs He nmeeT cuctemHoro
XapakTepa, TO €CTh 9TH OCJIKH He TIePEeXOAMIIHN U3 PUBOs B 1oBOH [ Vandenbussche
et al., 2004]. MnokynupoBaHHBIE BUPYCOM MO3aMKH a(h)PUKAHCKON KacCaBbl JIUCTHS
TpaHCTEHHBIX pacTeHuid N. benthamiana, >kcnipeccupyrommx ren quantuaa (RIP
u3 pactenuid Dianthus caryophyllus L.), XapakTepr30BaaIuch (GOPMHUPOBAHUEM HE
TUMHYHBIX JOKAJILHBIX HEKPO30B M c1a0bIM HakoruieHueMm BupycHoil JJHK [Hong
et al., 1996]. RIP, Beinenennsiit u3 pacrenuit Mirabilis jalapa L., oOnagan aHTu-
BUPYCHOM akTUBHOCTHIO TpoTuB BTM, X-Bupyca kaprodens, Y-Bupyca kaprodens
1 BUPOHJIAa BEPETCHOBUAHOCTH KiyOHeH kaprodens [Kubo et al., 1990; Kataoka et
al., 1992; Vivanco, 1997]. benok u3 pacrenuii Clerodendrum inerme (L.) Gaerth.,
IIOXO0XKUH 110 CBOUM cBolcTBaM Ha RIPS, BBI3bIBaM JTOKAIBHYIO U CUCTEMHYH) YCTOM-
YHBOCTb PsiJia paCTEHHI K BUPYCY OTYPEUHOM MO3auku, Y-BHpYCY KapTodels 1 BU-
pycy mo3auku ToMaTtoB [Praveen et al.,, 2001]. Taxke Obu10 TOKa3aHO, uTo RIPs
HHTUOMPYIOT OakTepualbHylo U rpubHyto nHdekuuu [Barbieri et al., 1993; Girbés
etal., 1996; Sharma et al., 2004].

Mexanusm anTuBupycHOU akTuBHOCTH RIPS noka He sceH. belna ycraHoBie-
Ha TpsiMast KOppeJsius MKy akTUBHOCTBIO RIPs B nHakTHBanuu pubocom B pac-
TEHHSX Tabaka, MHrHOMpoBaHuM penpoaykuuun BTM u ¢popMupoBaHHHU JTOKAIBHBIX
Hekposos [Taylor et al., 1994]. beuto mokasano, uro RIP u3 pacrenuii makoHoca mos-
HOCTBIO MHTHOMPOBa OENKOBBIN CHHTE3 M penpoAykuuio BTM B n3011MpoBaHHBIX
mpororiactax Tabaka, a TaKKe BBI3BIBAJ JETpajalnio 3TUX MpoTomiactoB. OHaKo
OH HE BJIHSJI Ha He3apakeHHbIe poTorutacTsl. JBa apyrux RIPs (puuun u nyddun),
KOTOpBIE 1aXKe MPH 3HAYUTENBHO OoJiee BBICOKMX KOHIEHTPALMSIX BO MHOTO pa3 cJia-
Oce mo cpaBHenuto ¢ RIP u3 pacrenwuii nakoHoca qeiicTBOBaIM Ha puOOCOMBI MPO-
TOIJIACTOB M HE BIUsUM Ha penponykuuio BTM [Watanabe et al., 1997].

8.4. 'mapokcunponuHéoraTble rMUKONPOTEeNHbI (SKCTEHCUHbI)

Mexanunueckoe noBpexaenue [Chrispeels, 1969; Chrispeels et al., 1974; Stu-
art, Varner, 1980], runokcust [Rumeau et al., 1990], o6paboTka snmucutopamu [Roby
et al., 1985] wm satunenom [Esquerré-Tugayé et al., 1979; Toppan et al., 1982], mo-
pakenue rpubamu, O6akrepusimu U Bupycamu [Esquerré-Tugayé, Mazau, 1974; Es-
querré-Tugayé, Lamport, 1979; Leach et al., 1982; Mellon, Helgeson, 1982; Toppan
et al., 1982; Mazau, Esquerré-Tugayé, 1986; Rumeau et al., 1990; Memelink et al.,
1993] BBI3BIBANM CHHTE3 THAPOKCUIIponMHOOTaThiX TimkonporenHoB (I'TIBIY) pac-
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TUTEIBHBIX KJIETOUHBIX CTEHOK. KpoMe Toro, o0paboTka KJIETOK COH dIMCUTOPaMHU
BbI3bIBaNIa OBICTPYIO (B TeueHHe 2-30 MHH) MOTEPIO PACTBOPUMOCTH CTPYKTYPHBIX
THJIPOKCUTIPOJIMHOOTAThIX OCJKOB KIIeTOuHOHM cTeHku p33 u pl00. DtoT mporecc
OBbLT HE YyBCTBHUTEJICH K HHTHOMTOPaM TPaHCKPHUILIUK (aKTHHOMULUH J]) 1 TpaHcs-
1uM (IMKIOTEKCUMKL) U MHIynMpoBajics sk3orennoi H O, [Brisson et al., 1994].

[pennonaraercs [Esquerré-Tugayé et al., 1979], uro nakorienue I'TIBI sB-
JIsieTCs 3alIMTHOM peakiuel pacTeHuid B OTBET Ha MOBpeKAatone (paKkTophl BHEIL-
Hel cpejibl, B TOM YHCiIe M Ha 3apa)KeHHe MaToreHaMu, HallpaBJIeHHON Ha MOBHIIIe-
HUE MPOYHOCTHU KJIETOYHBIX CTEHOK.

B pacrenusix oOpasyrores asa Buza ['TIBI, paznuyarommxcst o XAuMHYECKOMY
cocraBy. Yrneoanas yacth ['TIBI" , cocrapisromas npumepHo 94 % MOJeKysibl, CO-
JEPKUT rajarosy (66 %) u apadbunosy (34 %). B Genkosoii uactu monexynst I'TIBI
npeobnanaer ruapokcunposu (46 %). I'TIbI", ¢ppakuuonuposany ¢ moMoubio ad-
¢unHOM Xpomatorpaduu Ha Tpu miukonpotenHa: ['TIBI 2. 2b, 20+ 1 B, 1 TTIBL
OTIMYAKOTCSE MO0 XuMu4yeckomy cocraBy ot [TIBI', . I'TIBI, sBisieTcss rmaBHbIM
KOMIIOHEHTOM 3TOH IPYIIBI ITIMKONPOTEHHOB U comep:kuT 41 % Oenka (OCHOBHBIE
AMHHOKHCIIOTBI: THIIPOKCHUITPOIINH, JIN3UH, TUPO3uH) 1 50 % yrieBoaoB (apabuHo3a,
rajakTos3a u noko3a) [Mazau et al., 1988].

Mexanusmbl 6uocunTesa ['TIBI™ B oTBeT Ha moBpexparoiiee IeHCTBUE BHEIII-
Hel cpefibl MoKa He M3BECTHBI. MIMeroTcsl KOCBEHHBIE CBUJETENLCTBA, YTO ITHIICH
YUYacTBYET B €r0 PEryisiluK. JK30T€HHBIH 3THICH YCHIIMBAJI 00OTalIeHNE KIIETOU-
HbIX cTeHOK ruapokcunponnaoM u ['TIBI [Ridge, Osborne, 1970; Esquerré-Tugayé
et al., 1979; Toppan et al., 1982]. MexaHnueckoe MOBPEKACHUEC U 3aPAKCHHE 1aTO-
TreHaMH — JIBa Mpolecca, MPUBOASIINE K HAKOTICHUIO 3HJOTEHHOTO STHIJIEHA, HHIY-
nuposain HakoruieHue ['TIBI.

8.5. NMonnamMuHbI

JuaMuH nyTpecuuH, TPUaMHUH CIIEPMUANH U TETPaaMuH CHEPMHH Y4acTBY-
IOT BO MHOTHMX JKH3HEHHO Ba)XKHBIX IpOLIECCax PACTCHUH, HApPUMEpP, TAKUX Kak
KIIETOYHOE JIeNIeHUe, SMOPHOTeHe3 U B peakiusax Ha crpecc [Martin-Tanguy, 1997;
Bertoldi et al., 2004; Kusano et al., 2008; Tassoni et al., 2008]. Onu o6pazyrorcs
13 aMUHOKHUCJIOT OPHUTHHA U apTrHHUHA, KOTOPbIE AEKapOOKCUINPYIOTCS, COOTBET-
CTBEHHO, OPHUTHHAEKapOOKCHIIA301 M aprMHUHIEKapOOKCHIIa30i ¢ 00pa3oBaHUEM
nytpecunHa. OH IpH ydacTuu S-aIeHO3WIMETHOHUHAECKapOOKCHIIa3bl, CIIEPMUANH-
U CIIEPMUHCHUHTA3 NPEBpaIlAcTCsS B CIEPMUAMH U criepMHH. [losmamMuHbl 1oKau-
30BaHbl B KJICTOYHOH CTEHKE, IJIe OHU CBSI3aHbI C IIEKTHHOBBIMU ITOJIUCAXapUIaMH
[D’Orazi, Bagni, 1987; Angelini et al., 1993]. [lonmuamMuHbI CiTyXaT MpeIIeCTBEH-
HUKaMH 7151 00pa3oBaHMsl BTOPUYHBIX METa0OJIMTOB, HANPUMEP, HUKOTHHA. OHH
MOTYT KOHBIOTUPOBATh C ()EHOJNBHBIMH KHCJIOTaMH, 00pa3yst aMuabl THAPOKCHUKO-
puaHO# kucnoTel [Martin-Tanguy, 1997; Walters, 2000]. IlyTpecius u moruaMiuHbI
KaTa0OoIM3UPYIOTCS AMaMUHOKCHIa3aMH U IToJMaMUHOKcHa3amMu. OTHUM U3 MIpo-
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JYKTOB UX KaTaboyin3Ma siBjsieTcs rnepekuch Bogopoaa [Tipping, McPherson, 1995;
Allan, Fluhr, 1997; Walters, 2000; Bagni, Tassoni, 2001; Cona et al., 2006]. Ot
pepMeHTBI TOKaTH30BaHbI B KJIETOUHOM cTerke [Angelini et al., 1993; Sebela et al.,
2001] 1 AmaMUHOKCHUIa3bl MOTYT CEKPETUPOBATHCS B MEKKIIECTOUHOE MPOCTPAHCTBO
[Moller, McPherson, 1998].

Wndunsrpanus noJMaMUHOB B JIUCTHS 3A0POBBIX paCTEHHUI Tabaka BHI3bIBA-
na 00pa3oBaHUE MEPEKUCH BOAOPOJa U HEKpoTU3aluio kietok [Yoda et al., 2003],
Bruto obHapyxeno 20-kpaTHOe yBEIUYEHHE aKTHBHOCTH OPHUTHHACKAPOOKCUIIA3BI
B KJIETKax JIMCTbEB pacTeHui Tabaka copra Kcantu HK, nHpuuupoBanHbix BTM.
[oBbIIeHHE aKTUBHOCTH TOTO (PepMEHTa MPEALISCTBOBAIO HEKPOTH3ALNH KIIETOK,
HO MTOYEMY-TO HE MPUBOANIIO K U3MEHEHHIO COJIEpKaHMs MyTpecluHa, CIEPMUIN-
Ha u criepmuHa [Negrel et al., 1984]. OqHako mo3xe ObLIO MOKAa3aHO YBEIUYCHUE
AKTMBHOCTH aprHHUH- U OPHUTHHJIEKApOOKCHIIA3bl U CONEPYKaHUS CBOOOAHBIX H
KOHBIOTUPOBAHHBIX MyTPECLUHA ¥ CIEPMHUINHA B JJOKAIBHBIX HEKPO3aX Y pacTCHHUH
copra Camcyn NN uepe3 3-5 cyt nocne 3apaxxkenns BTM [Torrigiani et al., 1997;
Marini et al., 2001]. B xone cBepXuyBCTBUTEIBHOMN PEaKMN YBEINYNBATACH AKTHB-
HOCTb U JMaMHHOKCH1a3bl [Marini et al., 2001]. Bbuto BISIBICHO 3HAUYMTEIIBHOE Ha-
KOIUIEHHE CBOOOIHOIO CHEPMHHA B MEXKJICTOYHOM MPOCTPAHCTBE HEKPOTH3HUPYIO-
LIMXCS JIMCThEB pacTeHuil Tabaka, nHpunupoaHubix BTM. O6paboTka pacTeHui
9K30T'€HHBIM CIIEPMHHOM BbI3bIBaJla YBEIMUEHHE KoiauuecTBa Kuciaelx PR-1, 2, 3 u
5 GenKoB, HO HE BIIMSUIIA HA COACPKAHUE CATHIIMIOBON KUCIOTHI U, HA00OPOT, 9K30-
TeHHas CAMIUIIOBAsl KUCIIOTA HE BBI3bIBAJa 3HAYMTENbHBIX U3MCHEHUH B KOHIICH-
TpaIu 3HJOTEHHOTO criepMuHa | Yamakawa et al., 1998]. CnepMuH HEOIMHAKOBO
BJIMSJI Ha DKCIIPECCUIO TEHOB, KOAUPYIOUIMX KHCIble B OCHOBHBIE PR-0enku, n rena
tpoxC1, xopupytolero nepokcuasy. [lpuueM cannnumioBas KUCI0Ta, METHIIKACMO-
HaT 1 9Te(OH He BIMSUIN Ha dKcnpeccuto rena tpoxCl [Hiraga et al., 2000]. Amuno-
aNbJeTU 1Bl (TPOLYKTHI OKHCIICHHUS IOJTMaMUHOB aMUHOOKCH1a3aMH ) HHTHOHPOBaJIH
nakorienne BTM, X-Bupyca kaprodens u Bupyca Mo3auku JonepHsl [Bachrach,
2007].

MexaHn3M aHTUBHPYCHOTO JAEWUCTBUS TMOJIMAMUHOB IOKAa OKOHYAaTEIbHO HE
BbIsICHEH. BO3MOXKHO, OHHM JCHCTBYIOT OMOCPEIOBAHO, SIBISSICH HCTOUHHUKOM 00pa-
30BaHusl epekucu Bojopona [Yoda et al., 2003, 2006, 2009], naagyunpyst cuHTe3
okucu azora [Tun et al., 2006], akTUBHPYSI NPOTEMHKHHA3BI M 3KCIPECCHIO TeHa,
KOJIUPYIOIIEro anbTepHaTUBHYH oOkcuuasy [Takahashi et al., 2003]. Ilokazano
[Takahashi et al., 2004], 9To ciepMUH UHAYIUPYET YKCIPECCUIO TEHOB, KOJAUPYIO-
mmx OenKu-Mapkepbl cBepxuyBcTBUTeNbHON peakmmu (HIN1, HSR203J, HMGR,
HSR201, HSR515), npuuem mpenoOpabOTKH aHTHOKCHIAHTAMH, WHTHOMTOpaMU
AMHHOOKCHJIa3 M 0JOKaTopaMH KalbLMEBBIX KaHAJOB CHIXKAIH ero JeiicTeue. Be-
pPOSATHO, BIMSIHUE CIIEpMHUHA HA 3KCIIPECCHIO T€HOB OCYIIECTBISAETCS NMPU YyIacTUH
saepHbIX (hakTopoB TpaHnckpunuuu ZFP1, ZAT7, ZAT12, AtWRKY40 u AtbZIP60,
cojiepKaHHe KOTOPBIX YBEIMYMBAJIOCH B XO/I€ CBEPXUYBCTBUTEIBHON peakliy U B
pesyibrare 00paboTku pactenuii cnepmuroM [Uehara et al., 2005; Mitsuya et al.,
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2007,2009], Kpome Toro, mosmaMiHbI y4aCTBYIOT B YKPETIJIEHUH KJIIETOYHBIX CTEHOK
[D’Orazi, Bagni, 1987; Angelini et al., 1993; Berta et al., 1997; Cona et al., 2006].
Beuto Beickazano npenmnonoxenue [Walters, 2003], 4To B CBEpX4yBCTBUTEIbHBIX
pacTeHHsX MOJIMAMHHBI CIYXKaT TPUTTEpaMHU JUIS YBEJINYCHUs KacTla3HOW aKTUBHO-
CTH U Pa3BUTHSI TPOrPaMMHUPOBAHHON KJIETOUHOW CMEPTH, TaK KaK OHHU BBITIOJIHSIOT
TaKylo poJib B KJIeTKax >KuBOTHBIX [Stefanelli et al., 1998, 1999].



3AKIIOYEHUE

B mporecce sBomtonum Ha MOCTOSHHOM WMH(MEKINOHHOM (hOHE y pacTeHHH
c(hopMUpPOBANHCH Pa3TMIHBIE 3AITUTHBIE MEXaHU3MBI, IPEMATCTBYIOIIIE IPOHUKHO-
BEHHUIO BUPYCOB B KJIIETKH PACTEHUI M OTpaHWYUBAIOIINE WHPEKITMOHHBINA MTPOIecC.
Paznuyaror pacTeHns-Hex03sieBa, KOTOPHIE HE 3apa)KaroTCsl BUPYCaMH, U PACTCHHUS-
X0351€Ba C Pa3HOM yCTOMUYHMBOCTHIO K BUpycaM. [Io cOBpeMeHHbBIM Mpe/ICTaBICHUSIM
HEeX03sHCKasi yCTOMYUBOCTD MPOSIBIISIETCS HE B OT/EIBHBIX PACTCHHAX, @ HA BUJJOBOM
YpOBHE, KOTJ]a BCE PACTEHHUS OMPEEIEHHOTO BHJA JIMIIEHBI WU COJAEpPXkKAT B W3-
MEHEHHOM BHC (DaKTOp, HEOOXOMUMBIH IS TIOTHOIIEHHOTO MH(EKIIMOHHOTO PO-
necca. B pesynprare MyTanuu BUPYC MOXKET MPHOOPECTH CIIOCOOHOCTH MOPaXaTh
pacTeHus1, KOTOpbIe He SBIISIOTCS X035I€BaAMHU JIJISI HCXOHOTO BHPYCa, HO TPU 3TOM
OH MOXET CTAHOBHUTHCS HE CITOCOOHBIM K 3apaKeHUIO PACTEHHIA, OBIBIINX PaHEee s
HEero xo3seBamMu. MexaHu3M HEX035UCKONW yCTOMUYMBOCTH MOKA HE U3YUYEH.

Cpeny pacTeHHIA-XO351€B BBIACISAIOT HYETHIPE KaTETOPHH: YYBCTBUTEIBHBIC,
TOJIEpaHTHBIE, CBEPXUYBCTBUTENBHBIE U KpailHE yCTOWYHMBBHIE. B 4yBCTBHUTENBHBIX
PACTeHHSAX BHPYC XOPOIIO Pa3MHOMKAETCS, TPAHCIIOPTUPYETCS TI0 PACTEHHIO U BBI-
3BIBAET Pa3HOOOpa3HbIe CUMITTOMEBI 3a00JI€BaHMs. B TOEpaHTHBIX paCTEHUSAX BUPYC
HaKaruiBaeTcsl ¢1abo, pacmpoCcTpaHsIeTcs MO BCEMY PAaCTeHHIO, HO HE BBI3BIBACT
CUMIITOMOB. B CBEpX4yBCTBUTENBHBIX PACTEHHSIX WHOHUIMPOBAHHBIE KIETKH IIO-
rubaroT, o0pasys JIOKaIbHbIE HEKPO3bl, U BUPYC JIOKAIHU3YETCS, a 3aTEM H JJIHMH-
HUpYETCS B HEKPO3ax. B kpaliHe yCTOWUYMBBIX PAaCTEHUSX BUPYC PENPOAYLIUPYETCS
TOJIFKO B MIEPBUYHO 3apaKCHHBIX KJIETKAaX W HE BBI3BIBAET CHUMIITOMOB 3a00JI€BaHUSI.
3amuTHBIE MEXaHN3MBI, 00y CIIaBIMBAIONINE ITH THITHl yCTOHYNBOCTH, HCCIIETOBAHBI
B pa3HO# crenenn. Hanbomnee xopoiro n3ydeHa cBepXayBCTBUTEIbHAS PEAKIIHS pac-
TEHHUH B OTBET Ha 3apa)keHUE MAaTOTeHaMH. JTO 00BACHAETCS, BO-TIEPBBIX, TEM, UTO B
XOJIe CBEPXUYBCTBUTEIHHON PEAKIIMH PACTEHUS BBI3ZIOPABINBAIOT B PE3YNbTATE JIO-
KaJTM3aIiyl 1 JIIMMUHAIINHA BUPYCa, YTO BAYKHO B PAKTUYECKOM IJIaHe. Bo-BTOPEIX,
YI0OCTBOM PErHCTPAINH U KOTHYECTBEHHOHN OLEHKH MPOIIECCOB, JIKAIINX B OCHO-
B€ ATOTO THTIA YCTOHYHBOCTH.

BupycoycToiunBOCTh pacTeHUN MOXKET MPOSBIISITHCSA HA pa3HBIX dTarax
B3aMMOJICHCTBUS BUpyCa C PaCTEHHEM: NMPU NMPOHUKHOBEHWH BHUPYCHBIX YaCTHI] B
KJIETKW PacTeHWH, Pa3MHOKEHUH BUpyca B 3apa)KCHHBIX KIIETKaX M paclpocTpaHe-
HUU BUPYCHOTO WH()EKIIMOHHOTO MaTepraa Mo pacTeHHIO.

O06o0mmas TuTepaTypHble MTaHHBICE W PE3YJIBTaThl HAIMUX HDKCIECPHUMEHTOB,
MOKHO CJIeJIaTh 3aKII0YEHHE, YTO YCTOWIMBOCTh PACTEHUN K MMPOHUKHOBEHHIO BH-
PYCHBIX YacTHII B TIPOI[ECCE MEXaHUIECKOW MHOKYJISINH OIPEeNsIeTcs 0COOeHHO-
CTSIMH CTPOCHHS 3alIUTHBIX TKaHEeW (SMUKYTUKYJSPHBIN BOCK, KYTHKYA, Ky THHU3H-
POBAHHBIN CIOW C BKPATUICHUSIMH BOCKA, TIEKTHHOBEIHN CIION U KJIECTOYHBIC CTCHKN) U
HE 3aBUCHT OT UX PEaKIny Ha MOpakeHNe BUPYCOM. B KJIeTKH pacTeHuil MpOHUKAET
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OYEeHb HE3HAYHUTEJIBbHOE KOJIMYECTBO BUpPyca B PE3ylbTaTe MEPBUYHOIO MEXaHU3Ma
3alUTHI, TPOSABIISIONIETOCS B CBSI3bIBAHUY, JETpaalliil U MHAKTHBALMU BUPUOHOB
Ha KyTHKYyJIe U KJIETOYHBIX CT€HKax. /lerpaganus n MHaKTUBalMs BUPUOHOB MHO-
KyJIIOMa ITPOUCXOJUT MO/ BIMSHUEM BEIIECTB KJIETOUHBIX CTEHOK, B TOM YHCIIE MTPO-
teuna3 u PHKa3. [loBbllieHne akTUBHOCTH STHX ()EpPMEHTOB MU MOMaJaHUH BU-
pyca MHOKYJIIOMa B MEXKKIJICTHUKU yKa3bIBaeT Ha aKTUBHYIO 3alIUTHYIO (YHKIHIO
aroruacTa.

Hnst GakTepranbHON W rprOHOM MHQEKIHUH YCTaHOBIEHO, YTO (hparMeHTHI
XUTHHA, KJICTOYHBIX CTEHOK MUKPOOPTaHMU3MOB U PAaCTUTENBHBIX KIIETOK, 00pa3ylo-
LIMXCS B pe3ynbTare JercTBUS (PepMEHTOB MaTOTEHOB M pacTeHHA-XO3siMHa, 00a-
JIal0T AUCUTOPHBIMH CBOMCTBAMHU M HHAYLUPYIOT SKCIPECCHIO 3alIUTHBIX R T€HOB.
HenaBHue uccienoBaHus MOKa3aid, 4TO M KyTHKYJA SBISETCS HE TOJBKO T'MIPO-
(OOGHBIM 3alIUTHEIM 0ApPHEPOM, MPEISTCTBYIOIIMM MPOHUKHOBEHHUIO B JINCThS Ma-
TOTEHOB, HO M HeoOxoauMma Juist pa3BuTHst SAR. OnHako MeXaHU3MBI JEHCTBUS STHX
SIIMCUTOPOB TIOKa MOIPOOHO HE U3yUYeHBI. B ciryuae BUpyCHOM HHpEKIIMU B 3aBHCHU-
MOCTH OT KOMOMHALIMM BUPYC-pacTeHHE pa3HbIe BUPYCKOAUpYeMble OCIIKM U caTell-
sutHble PHK MoryT yyacTBOBaTh B pa3BUTHH MATOT€HE3a Y PACTEHUM KaK 3IHCUTO-
pbl. [ BKIIFOYCHUS 3aIIUTHBIX PACTUTEIBHBIX MEXaHU3MOB HEOOXOAMMO y3HaBa-
HHUE BUPYCHBIX «3JIMCUTOPOB)» PacTUTENBHBIMU pelenTopaMu. B HacTosiiee Bpemst
MPUPOJIA, JIOKATU3ALHUS 1 MEXaHU3M JACHCTBHS BUPYCOCTICHN(PUUECKUX PELENTOPOB
y pacTeHuil Mmoka OKOHYATeIbHO HE ycTaHOBIEHBl. OJHUM U3 TAKUX PELENTOPOB
SIBIIIETCS POJYKT HKCIPECCUU Te€Ha YCTOMUNBOCTH (R), OCYIIECTBISIIOINN Y3HaBa-
HUE U crenrn(uieckoe B3auMOACHCTBHE C TIPOAYKTOM IreHa aBUPYIEHTHOCTH (AVR)
naroresa. B mocnegHue roasl JOCTUTHYT OOJNBIION MPOrpecc B M3y4eHUH R TEHOB:
KJIOHMPOBaHO OKo0J0 40 R reHOB, yCTaHOBIEHO XMMHUYECKOE CTPOEHHUE MPOTYKTOB
UX HKCTIPECCHH, BBISIBICHO HECKOJBKO OETKOB, HEOOXOAUMBIX JUIsl (PYyHKIIHOHHPOBA-
Hus R-GernkoB.

B pesynbrate B3aumozaeicTBUs MPOAYKTOB dKCIIpeccuu reHoB R u AVR mpo-
HCXOJUT aKTUBHPOBAHWE CHUTHAJIBHBIX MPOLECCOB JJS BKIIIOYEHHUS 3allUTHBIX pe-
akuuii. B Hacrosee BpeMsi Oosiee Wi MeHee MOoApOoOHO M3Yy4YeHO 8 CHTHAIBHBIX
CHCTEM, yYacTBYIOUIUX B IMepejaye CUTHAJIOB O BO3/JEHCTBUM MATOr€HOB M CTpeEC-
COpOB Ha pacTeHus: uukioaneHunarHas, MAP-kunasnas, ¢ocdarngoxucnorHas,
KajplueBast, nunokcurenaszHas, HAJI®DH-okcunasnas (CynepoKcHACHHTa3HAs),
NO-cunTaznas, nporonHas. [IoMUMO MEpeunCICHHBIX CUTHAIBHBIX CUCTEM OOJIb-
1II0€ 3HAUEHHE B IIepeaue CUTHAJIOB O BO3JICHCTBUM CTPECCOPOB U aTaKe NMaTOr€HOB
HMMEIOT 3TWJIEH, CAJIMIIIIOBAs U ’KacMOHOBask KUCIOTHI. OJJHAKO y4acTHe CUTHaJlb-
HBIX CHUCTEM, CBSI3aHHBIX C 3THUJIEHOM U KACMOHOBOM KHCJIOTOH, B YCTOHYHMBOCTH
pacTeHuii K BUpycaM Moka He JokazaHo. Kpome Toro, HelaBHO ObIJIO YCTaHOBIICHO,
YTO B PaCTEHMAX UMEETCS €llle OJHA CUTHAJIbHAsI CUCTEMA, CBSI3aHHAs C 3alUTON OT
[aTOr€HOB, B TOM 4YHCJIE€ U BUPYCOB. KOMIIOHEHTHI €€ MoKa He U3BECTHBI, HO TOKa-
3aHO, YTO U3MEHEHHUE OaslaHCca KHUPHBIX KUCJIOT NPUBOANUT K MHIYKIUHU SKCIPECCHH
R renoB. OcoOEHHOCTBIO pabOThl KaXKI0W CUTHAIBHOW CHCTEMBI SIBISICTCS yCHIIe-



206 B.1. MAJIMHOBCKUM

HUE CUTHaJa B Mpoliecce ero nepegadu. Bce 3T curHaiabHbIE CUCTEMBI MOTYT A€H-
CTBOBaTh CAMOCTOSTENILHO MJIM BIMATH APYT HA Jpyra aHTarOHUCTUYECKU HIIH CH-
Heprudecku. BriroueHne CUrHaIbHBIX CUCTEM B OTBET Ha BO3/EHCTBHE pa3IMYHBIX
CTPECCOpPOB U MATOTEHOB MPHUBOAUT K AKTUBAIMM SKCIPECCHUU 3aLUTHBIX T€HOB U
MOBBILIEHUIO YCTOHYUBOCTH PACTEHUH.

[Ipu paBHBIX YCIOBHSX MEXaHMYECKOM MHOKYISILUH Y YyBCTBUTEIBHBIX, TO-
JIEpAaHTHBIX, CBEPXUYBCTBUTEIBHBIX U KpallHE YCTOHYMBBIX PACTCHUH 3apa)kaeTcs
OZIMHAKOBOE YHMCIIO KJIETOK U B JIUCTBSIX 00pa3yeTcs paBHOE KOJINYECTBO MH(EKIH-
OHHBIX LIEHTPOB (KpaxMaJbHbIC U TEIUIOBBIC HEKPO3bI Y UyBCTBUTEIBHBIX U TOJIE-
PaHTHBIX PACTECHHH, JIOKATbHBIE HEKPO3bl Y CBEPXUYBCTBUTEIBHBIX PACTCHUH).

Bupycsl xopo1ro pa3sMHOXKatOTCsl B 49yBCTBUTENIBHBIX PACTEHUSAX, HO HAKOILIIE-
HUE BHPYCOB B TKaHSAX PACTEHUI HEPaBHOMEPHO M 3aBHCHUT OT THUIA U BO3pacTa
TKaHeH. Y 4yBCTBUTEIBHBIX PACTEHHH MMEIOTCS TKaHM (amUKajibHas MepucTeMa U
«3EJIeHbIC OCTPOBKMY), KIETKH KOTOPBIX CBOOOIHBI OT BHUpYCa HMJIH COIEPXKAT €ro
O4YeHb Majo. [[puarHbI OTCYTCTBUS HJIM OYEHb HU3KOTO COZIEpKaHMs BUPYCa B 3THX
TKaHSX MOKa OKOHYATENIbHO HE YCTaHOBIEHBI. J{JIsl TONIEpaHTHBIX pacTeHHH Xapak-
TepHO ciaboe HaKOMJICHWE BUPYCOB, BBI3BAHHOE, BO3MOYKHO, HI3KOH 3 deKkTHBHO-
CTBIO ()EPMEHTOB, YYaCTBYIOIIMX B BUPYCHOU peruinkanuu. B nureparype umerorcs
MIPOTHUBOPEYUBBIE JAHHBIE O HAKOTUIEHUHU BUPYCOB B IIPOTOILIACTAaX, N30JIMPOBAHHBIX
U3 JICTBEB KpailHe YCTOMYUBBIX PACTEHHUH, M B MEPBUYHO 3apPAKCHHBIX KIIETKAX
9THX pacTteHuil. OJHAKO YETKO yCTaHOBIEHO, YTO BUPYCHAs PENPOAYKIHS MOJTHO-
CTBIO OJIOKMpOBaHa B COCEAHUX KieTKax. MexaHu3Mbl, oOecreynBalonne yraere-
HHUE PENpOAYKLUUHN U TPAHCIIOPTa BUPYCHOTO MH(PEKIIMOHHOTO MaTepraja B KpaliHe
YCTOMUYMBBIX PACTEHUSAX MOKA HE U3BECTHBI. B CBEpXUyBCTBUTENBHBIX PACTEHUSAX B
TE€UEHHE HECKOJBKUX CYTOK IOCJIE 3apa)KeHHs PENpOoAYKLHUsS U PacIpoCTpaHEHHE
BHpYCa MPOUCXOAT TakK Xke, KaKk B UyBCTBUTEIbHBIX pacTeHUsX. [locne mossneHus
JIOKQJIbHBIX HEKPO30B HAKOIUIEHHE M TPAHCIOPT BUPYCA B JINCThSIX CBEPXUYBCTBU-
TEJIbHBIX PACTEHUH 3aMEIIAIOTCS B 3aBUCUMOCTH OT FeHa, KOHTPOJIUPYIOIIETO peak-
LUIO CBEPXYYBCTBUTEIBHOCTH. 3aMeJICHHE YETKO BBIPAXKEHO y pacTeHUi Tabaka ¢
reHoM N M HEe3HauUUTEJIbHO Yy pacTeHui ¢ TeHoM N'. OHOM U3 NpUYHH 3aMeAIeHUS
PENPOAYKIMH BUPYCa B JIUCTHSIX CBEPXUYBCTBHTEIBHBIX PACTCHUHN SBISIETCS] HAKO-
IUIEHUE BUPYCHBIX HHTMOUTOPOB B 3apakeHHBIX M 370POBBIX KieTKax. [locne dop-
MHUPOBAHUS 3pEIbIX JOKAJbHBIX HEKPO30B TPAHCIOPT BUPYCa B CBEPXUYBCTBUTEIb-
HBIX PAaCTEHUSX MpeKpallaercs. ITO MPOUCXOANT, BO-TIEPBBIX, U3-32 JOKATU3ALUN
OCHOBHOM Macchl BUpyca B HEKpO3ax B pe3yibTaTe 3aKylopKH IUIa3Mo/IecM KaJulo-
3011, YTOJIIEHHS KJIIETOUHBIX CTEHOK U OTJIOKEHUS B CTEHKaX CyOepHHa, JIMTHUHA U
MEKTUHOBBIX BeIlecTB. Bo-BTOPHIX, HE3HaUMTENbHASI YacTh BHpYca, MOMaBIlas 3a
Mpeaessbl HEKPO30B, HE CIIOCOOHA K peNpOAYKLIUH U TPAHCIIOPTY MU3-3a CTPYKTYPHBIX
1 OMOXMMHUYECKUX N3MEHEHUH, TPOUCXOAALINX B COCETHUX U OTIATCHHBIX KIETKaX
B XOJIC Pa3BUTHUS MPHUOOPETEHHON YCTOMUMBOCTH.

Hexporuzanusi nHOUIMPOBAHHBIX KIJIETOK CBEPXUYBCTBUTEIBHBIX pacTe-
HUH, KOHTpOJIMpyeMasl YCIOBHUAMHU BHELIHEW cpenibl, TeHaMM MaTOreHa U pacTeHUs-
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XO035IMHA, SIBJISIETCS YaCTHBIM CIIy4aeM IPOrPAMMUPOBAHHON KJIIETOYHOM CMEPTH.
['ubenb KIETOK MPH CBEPXUYBCTBUTEIFHON peaKy PACTCHUH SIBISICTCS aKTHBHBIM
IIPOLIECCOM, IIPY KOTOPOM BHEJPEHUE IIATOTE€HA BKIIIOYAET LIENb PEAKIUH, IPUBOIS-
LIMX K CMEPTH KJIETKH: HAKOIUICHUE aKTHBHBIX (DOPM KUCIOPOAA, TOBBIICHHE YPOB-
Hs Ca?* B KJIETKe, yBEIMYCHHE Kacla3onoA00HON NPOTEOTUTHISCKOH aKTUBHOCTH,
aKTHBALSI CEPHH/TPEOHNHOBOH (ocdarasbl, HAKOIUIEHUE «KUIIJIEpa MPOTOILUIACTOBY
(xucnoro Oenka ¢ M. M. mpuMepHO 70 x/la), KOTOPBIH HEMOCPEACTBEHHO pa3pyIlaeT
KJIETOYHbIE MEMOpaHbI, BBIXOJ ()EHOJOB U3 LIEHTPAILHON BaKyoJId U THAPOIUTHU-
4ecKUX (DepMEHTOB U3 JIN30COM BCIJICACTBUE HAPYLICHHUS LEIOCTHOCTH KIETOUHBIX
MeMOpaH M yBeTUUEHHS X POHUIIAEMOCTH.

B mpornecce 00pa3oBanus TOKaIbHBIX HEKPO30B Y CBEPXUYBCTBUTEIBHBIX pac-
TEHUH pa3BUBAETCS YCTOWYMBOCTD K MOBTOPHOMY 3apaxkeHHI0 BUpycoM. OHa BbIpa-
JKAETCsl B CHUKEHUH YUCJIA U PA3MEPOB BUJUMBIX «BTOPUYHBIX» HEKPO30B U YIHETE-
HUM BUpYyCHOU penpoayKiuu. C pa3BUTHEM MPHUOOPETEHHON yCTOWYMBOCTH MOBBI-
LIaeTCs 3alUTHAS aKTHBHOCTH aroIliacTa, YTo BeIpaXkaeTcsi B 0oJiee 3HaUNTEIbHOM
10 CPAaBHEHUIO C JIMCThSIMU 3[JOPOBBIX PACTEHUN JIerpajallii 1 MHAKTUBAL[UU BUPYC-
HBIX YaCTUL], UHBELUPOBAHHBIX B MEKKIIETOUYHOE IIPOCTPAHCTBO JIUCTheB. PazBurue
SAR o0ycnoBneHo AeliCTBHEM BEIIECTB, 00Pa3yIOLINXCS B IEPBUYHO 3apakeHHBIX
JIUCTBSIX U PACIPOCTPAHSIOINXCS MO0 BceMy pacTeHHo. CorlacHO HalllUM JIaHHBIM,
9TH BELIECTBA SIBJISIFOTCS HE BUPYCHBIMU MHTUOMTOPAaMH, @ HHIYKTOpaMH UX 00pa-
3oBanusl. CanuuuioBas KUCIOTa (peamnonaraeMbplii ”HIykTop SAR) nHruduposana
penpoaykuuto u TpaHcnopT BTM B IMCTBSIX 4yBCTBUTEIbHBIX U CBEPXUYBCTBUTEb-
HBIX PAacTCHHUSIX Ta0aka M MPOTOIUIACTAX, U30JIMPOBAHHBIX W3 3THX JIHCTHEB. DTH
JIaHHBIE JAl0T BO3MOXKHOCTb COMHEBATHCS B TOM, UYTO CAJIMLWIOBAs KUCIIOTA ACH-
CTBHUTEJILHO SIBIIsiCTCS MHAYKTOpOM SAR, cnenn(uuHbIM U1 CBEPXUyBCTBUTEIIb-
HBIX pacTeHuil Tabaka. BeposTHO, OHa SIBIsieTCS BUPYCHBIM HHIHOUTOPOM, BIIUSIIO-
LIMM Ha METa0O0JU3M pacTeHHsI-X0351MHa. MeXaHu3M ee HHIHOUPYIOLIero AeHCTBHS
II0Ka MOJTHOCTHIO HE M3ydeH. Bo3MoXkHO, B pa3BUTHH SAR y4yacTBYIOT HECKOIBKO
MOOMJIBHBIX CUTHAJIOB pPa3HON XUMHUYECKO# mpupoabl. Kpome canuiuinoBoii kucio-
THI TIPEIUIOKEHBI APYTHE BELIECTBA Ha PoJib MOOMIbHOTO MHAYKTOpa SAR: MeTui-
CaJIMIIJIAT, STUJICH, AIOTIACTHBIN JTUMUATPAHCIIOPTHBIN OEJI0K, HUTPO30TIIyTaTHOH,
MOHOMEpBI KyTHHa. OJHaKO MOKa HET AOCTaTOYHO YOeIUTEIbHBIX J0Ka3aTelbCTB,
YTO 3THU BEIIEeCTBA AEHCTBUTENIBHO Y4aCTBYIOT B MHAYKIIMU SAR.

CBepXx4yBCTBUTEJIbHBIE PACTEHUS OTBEUYAIOT Ha 3apakeHUE MaToreHaMH yBe-
JIMYEHUEM DKCIIPECCUU MHOTHUX TEHOB, B TOM YHCJIE TCHOB, KOTUPYIOLINX OCJIKH, CBS-
3aHHbIe ¢ natoreHe3oM (PR-Oenkn). Ha ocHOBe aMUHOKHCIIOTHOMW MOCIIEA0BATEINb-
HOCTH, IMMYHOXHMHYECKHM CBOMCTBaM, SH3UMHOM M OHOIOTHYECKOW aKTHBHOCTH
PR-6enku pazpmenstor Ha 17 cemeiicTB. CBsi3b Mexay HakoruieHHeM PR-0enkoB u
pa3BUTHEM NMPHOOPETEHHON YCTOHUMBOCTH K MOBTOPHOMY 3apa)KEHHUIO IMaTOT€HOM
MIPUBENIO K MHEHHIO, YTO OHU SIBIISIIOTCS. MapKepaMu 3Toi ycToiunBocTu. OHAKO
HakoruieHne PR-GenkoB Obi10 0OHApY»KEHO B 3I0POBBIX PacTEHHUSX BO BpeMs LiBe-
TEHUsSI U CTAPEHHMS, a TaKKe B OOJBHBIX UyBCTBUTEIBHBIX pacTeHuax. Ha ocHoBaHum
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JINTEPATYPHBIX JAHHBIX U PE3YJITATOB HAIIMX HKCIEPUMEHTOB MOKHO ClIeIaTh Cle-
nyroiee 3akiroueHue. Hakorienne PR-0enkoB siBisieTcst HecriemupuaHoM peakiueit
pacTeHull B OTBET HA MEXAaHUUYECKOE [TOBPEXKICHUE, aTaKy HACEKOMbIX-BPEIUTENIECH U
MaTOTeHOB, 00PaOOTKY AMUCUTOPAMU M HHAYKTOPAMH 3alIUTHBIX PEAKLU. YPOBEHb
HakoruieHus PR-0eskoB 3aBUCHT OT cTemneHW MOBpekACHUs pacteHus. Hekotopole
PR-6enxwu (B-1,3-mmokanasbl, IpOTEHMHA3BI ), BO3MOXKHO, CIOCOOCTBYIOT MOPAKEHHIO
pacrenwuii Bupycamu. Takue PR-0Oenkn, kak MHTHOUTOPBI IPOTEHHA3, IEPOKCHUAA3H
n PHKa3p1, yyacTByioT B 3amuTe pacteHuii oT BupycoB. Ponb apyrux PR-6enkoB Bo
B3aMMOZCUCTBHH PACTCHUH ¢ BUpycaMH NOKa He ycTaHoBieHa. [lomumo PR-6enkoB
B 3aIIUTE PACTCHUH OT BUPYCOB NPUHUMAIOT yyacTue OCIIKU, MHAKTUBUPYIOIIIE PH-
6ocombl (RIPs), n monuamunsl. RIPs, ciocoOHble HHAKTUBUPOBATH XO3SIMCKHUE PH-
00COMBI, y4acTBYIOT B IPOrPaMMHUPOBAHHOHN KJIETOUHOW cMepTH. [pyrue, KoTopble
WHAKTHBUPYIOT HEXO3sHCKe puO0COMBI, UIMEIOT 3alUTHBIE (DYHKIIMU IPOTUB BUPY-
COB, OJIOKHpYSI, BO3MOXKHO, TpaHcsauuio BupycHod nPHK. TlonnaMunsl siBasitoTCs
HMCTOYHHKOM 00pa30BaHMs MEPEKUCH BOJAOPOJIA, HHAYLUPYIOT CHHTE3 OKHUCH a30Ta,
AKTUBUPYIOT IPOTEUHKUHA3bI U KCIIPECCHUIO TEHOB, KOAUPYIOLUX aJbTEPHATUBHYIO
OKCHa3y M OeNKH-MapKephl CBEPXUYBCTBUTEIBHOM pEaklUH, YUacTBYIOT B YKpe-
IIJICHUU KJIETOYHBIX CTEHOK.

Oco0bIM cilyyaeM CHCTEMHOW MPUOOPETEHHON YCTOMUMBOCTH K 3apakKEHHIO
natoreHami sinsgercs [ISR. Ona B ommnune oT SAR BbI3bIBaeTCsl HENaTOreHHBIMU PU-
30c(epHBIMU OAKTEPHUSIMHU U MUKOPH3HBIMU IPUOaMH, CTUMYIMPYIOIIUMH POCT pac-
tenuii. OHa HecnienMUYHA, TaK Kak B pe3yabrare pa3Butus ISR pacrenus npno0-
pEeTaloT yCTOHYMBOCTD K OaKTepHsiM, TprudaM, BUpycaM M HaCEKOMBIM-BPEIUTEIISIM.
Mexanusm ISR moka mosnHocTbio He M3ydeH. Emie ogHMM ciyyaeM CHUCTEMHOM
MpHOOPETEHHOM YCTOHYNBOCTH K 3apaKCHUIO BUPYCaMH SIBIsieTCS ()eHOMEH Iepe-
KpecTHOH 3amuThl. OH 3aKirodaeTcs B TOM, YTO MPEIBAPUTENILHOE 3apa)keHue oji-
HUM IITAMMOM BUPYCa BBI3BIBAECT YCTONYMBOCTh YYBCTBUTEIIBHBIX PACTCHUN K II0-
clieiyromeMy HHOHUIMPOBAHHIO IPYTUM ITAMMOM 3TOTO BHPYCA WK POACTBEHHBIM
BUpycOoM. [IOMUMO KOHKYpEHLIMH MEXIY IEPBBIM M BTOPBIM BUPYCAMM 32 MECTA
CHHTE3a BHPYCHOTO MaTepHaja, B 3aBUCHMOCTH OT KOMOHMHAI[MHM BHPYC-pacTCHHE
MepeKkpecTHas 3aiuTa 00yCIoBIeHa YTHETCHHEM OelTKOM 000JIOYKH TIEPBOTO BUPY-
ca JCTpOTeNHHU3AlNK YacTull BTOporo Bupyca u (mnu) akruBanueid u”PHK Bupyca-
3alIUTHUKA MEXaHU3MOB PaCTCHHS-XO035IMHA, TPUBOISIINX K crienn(pUIeckoi aerpa-
naunu PHK Broporo Bupyca nocie 3apaxenusi. CUKBeHC-criequUIHas yCTOHIH-
BOCTb WJIM YMOJIKAHHE T€HOB SIBJIIETCS MEXaHU3MOM PETYISLHUH KCIPECCUU TEHOB
Ha OCHOBE crienM(UUecKoro y3HaBaHHs M Jerpagaunu adboepantHeix Gopm PHK,
B TOM 4ucie BUpycHBIX peruinkaruBHbIX dsPHK. OgHako HekoTopble BUPYCHI CO-
Jiep>KaT TeHbI, KOIUPYIOIIUE CYPEecCOPbl YMOJIKAHUS TEHOB, U MTO3TOMY CIIOCOOHBI
MPeo0IeBaTh KICTOYHYIO 3aIIUTy. DTa 0COOEHHOCTh BUPYCOB ObLIa MCIIOIBH30Ba-
Ha 751 pa3pabOTKU METoAa BHPYC-WHAYLHMPOBAHHOTO mofasieHus reHos (VIGS),
OCHOBAHHOI'O Ha MEXAaHU3ME YMOJIKAHHSI T€HOB I10J BIIUSHUEM BUPYCHOIO BEKTOPA,
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HUMCIOUICTO B CBOEM I'€HOME IMOCJICAOBATCIIBHOCTL I'€HA PACTCHUA-X0351UHA. DTOT Me-
TOA YCIICIIHO IMTPUMCHSICTCA IJId U3YUCHUA (I)YHKIII/Iﬁ T'CHOB paCTCHHfI.

O606HIa}l JIMTCPATYPHBIC JAaHHBIC, MOXXHO CACIATh 3aKIIOUYCHHUE, UYTO 3a I10-
CJICAHHUC TOAbl NOCTUTHYT 3HAYUTEIbHBIN nmporpecc B U3y4YCHUU IPOLECCOB B3au-
MOHeﬁCTBHH paCTCHI/Iﬁ " BUPYCOB, B TOM YUCJIC 3allIUTHBIX MCXaHN3MOB paCTeHHﬁ.
OtoT mnmporpecc ANOCTUTHYT 6J1ar0)1apﬂ HCIIOJIb30BAHUIO COBPEMCHHBLIX METOHAOB
MOJ'ICKyJ'IinHOﬁ 6I/IOJ'IOI‘I/II/I, TCHETHKHU U TeHHOM WHXXCHCPUU, a TAKIKEC NTPUMCHCHHUIO
MOICJIIBHBIX CUCTEM (I/IBOJ'II/IpOBaHHI:IX MMPpOTOILUIaCTOB U K.]'IGTOK). PaCCManI/IBaH nep-
CIICKTUBLI Pa3BUTUSA I/ICCJ'IC,[[OBaHI/Iﬁ (1)I/I3I/IOJ'IOI‘I/II/I 0OJIEHOTO pacTcHud, HCO6XO,Z[I/IMO
OTMETUTD, UTO COBCPLHICHCTBOBAHUC 3TUX METOJOB OTKPbIBACT HOBLIC BO3MOXKXHOCTHU
JJIs Ooitee ACTAJIbHOT'O U3YYCHUS 3AIIUTHBIX MCXaHU3MOB paCTCHI/II\/'I, pasimyaronmx-
csl IO CBOCH PCaKIUM Ha 3apaKCHUEC MaTOICHAMU.
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