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BBEJAEHUE

OmHrM ¥U3 BaXHEWNINX JOCTHIKECHUH IOCHEIHUX IECATHIETHH B 00JacTH
(GU3MONOTUY pAaCcTEHUU CTall MPOTPECC B NMOHMMAHUM MOJIEKYJISPHBIX MEXaHU3MOB
OITyX0JICOOpa30BaHusl y pPacTCHHWU NpW BCTpamBaHuu TreHoB rol m3 Agrobacterium
rhizogenes B pacturenbHbId TeHOM. J[Is 3TUX TEeHOB OBUIM OTMEUYCHBI TaKHe
CBOMCTBa, KaK HW3MEHEHUE (PUTOrOPMOHAIBHOTO U  KaJbLIUEBOTO  CTaTyca
pacTUTENBHBIX KJIETOK, MHIYKIUS MOp(oreHe3a M peryisuus MpoIeccoB pocTa U
pa3BuTHs pacteHuil. B pesynbrare ucciaenoBanus GyHKINN WHIUBUYAIbHBIX T€HOB
T-IHK Ri-tasmuzaer A. rhizogenes ycranosieHo, 4to ressl rolB u rolC seastoTcs
3 ()EKTUBHBIMU  aKTHUBAaTOpaMH OHOCHMHTE3a BTOPUYHBIX META0OIHUTOB. ITO
OTKPBITUE 3HAYUTEIILHO PACIIUPUIO COBPEMEHHBIC MPEICTABICHUS O POJIU TeHOB I0l,
a TaK)K€ MMEJIO OCHOBOIOJIATratolee 3HAYEHUE JIJISl CO3/IaHus CTAOMIIbHBIX IITAMMOB-
CYINEpIPOIYLIEHTOB LIEHHBIX BEUIECTB PACTUTEIBLHOIO NpoucxoxjaeHud. [locnennue
JIAHHBIEC CBUJIETEIBCTBYIOT, UTO BIUSAHUE ITUX T€HOB HE OTPAHUYMBAECTCS PETYJIALNEN
BTOPUYHOTO MeETaboJiM3Ma M COIMPOBOXKIACTCS 3HAYUTEIbHBIMU HW3MEHEHUSIMU B
3alMTHOM anmapare pacTUTENbHBIX KieTok. B mabopatopuu Omounkenepuu bIIA
JIBO PAH mnoxka3aHo, 4TO KaJ/UTyCHbIe KYJbTYPbl MapeHbl cepiuenuctaoi (Rubia
cordifolia L.), TtpanchopmupoBannbie Tenamu rOIB wu rolC, xapakrtepusyrorcs
YCTOMYMBOCTBIO K CTPECCOBBIM  BO3ACHCTBHSIM U  TMOHMXKEHHBIM  YPOBHEM
BHYTPHKJICTOYHBIX akTHBHBIX (opm kucimopoma (ADK) (Bulgakov et al., 2013).
bananc A®K B 3HaunTEIHHON Mepe BIMAET Ha KU3HECTIOCOOHOCTH PACTUTEIHHOU
KJIETKH, B CBSI3M C 4Ye€M OCOOBIH MHTEpPEC BBI3BIBAIOT (DEPMEHTHBIE CHUCTEMBI,
YYacTBYIOIIME B X METa0O0JIU3ME.

®epmentbl  nepokcuaasbl Il kmacca  mpencTaBisitOT  BaXKHOE  3BEHO
AHTUOKCUJAHTHOM CHCTEMbl 3alllUThl PACTEHUH U OTHOCATCS K TIATOTEH-
obycnorienHbiM (pathogenesis-related, PR) Oenkam cemeiictea PR-9. B ciyuae
aTaky MaToreHa MEPOKCUA3bl PEAM3YIOT OJMH W3 CAMbIX PAaHHUX MEXaHH3MOB
3allUThI, CBSA3aHHBIA ¢ MoBbIIIEHHEM YpoBHS A®K, M cnocoOHBI HHIYIHUPOBATH

PEAOKC-UYBCTBUTCIIbHBIC CUI'HAJIBHBIC CHUCTCMBI PACTCHUSA, a TaAKIKC IIPOABJIISAIOT
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OaKTepUIUAHYIO aKTUBHOCTb, pa3pyllas KJIETOYHbIE CTEHKH MaTOTEHOB. 3alUTHHIC
¢bynkun nepokcunaas Il kmacca 3HAUMTENBHBI U Pa3HOOOPA3HBI, OHAKO, MHAYKLIUS
WX CHHTe3a IMpu OaKTepUalbHOM IaTOreHe3e B HACTOAIEEe BpeMs H3ydeHa
HelmocTaToyHo. HecMOTpsi Ha M3BECTHYIO pOJIb T€HOB FOl B MOAyNSAIMM 3aIIATHBIX
CUCTEM pacTEeHUM, B JMUTEPATYPHBIX HCTOYHHKAX TMPAKTHUUYECKH OTCYTCTBYET
nHpopMmarus 06 ux BaUssHUM Ha niepokcuassl |1 kmacca. Bmecte ¢ Tem, akTyaiabHON
3aJa4eil SIBJSITCS TOUCK HOBBIX MOTEHIUAIBHBIX UCTOYHUKOB MEPOKCUIA3 B CBA3H C
UX IIAPOKUM UCIIOJIb30BAHUEM B PA3IMUYHBIX OTPACIISIX TPOU3BOICTBA.

PactutenbHble TepOKCHIA3bl  SBISIIOTCS  LEHHBIMA — (pepMeHTaMHu s
ounotexnonornu. BocTpeOoBaHHOCTH MEpPOKCHIA3 OOYCIOBIIEHA WX MPAKTHUYECKUM
IPUMEHEHHEM BO MHOTMX O0JIaCTSX, B YACTHOCTH, B MEIULMHCKON TUArHOCTHKE U
Ounokartanus3e, B IPOMBIIIJICHHOM M MUIIEBOM MPOU3BOJACTBE, a TAK)KE MPU CO3IaHUU
BBICOKOYYBCTBUTEIbHBIX OMOCEHCOPOB U CUCTEM OYMCTKH CTOYHBIX BOJ (Ryan et al.,
2006). IlosTomy, TpaHCr€HHbIE KJIETOYHBIE KYJIbTYPbl PACTEHHUH C IMOBBIILICHHBIM
COJEp)KaHUEM  TEpPOKCHAa3 MOrJIM OBl HAWTH TNpPUMEHEHHE B  paMKax
KpYyMHOMAacIITaOHOTO noxy4deHus ¢pepmeHToB. 1o npeaBapuTeIbHBIM OLIEHKaM, €CIU
MOBBICUTh TPOAYKIHMIO MEPOKCHIA3 C TOMOIIbI0 T€HHO-WHKEHEPHBIX TEXHOJOTHA
Bcero Jumb Ha 5%, 3TO MpuUBEAET K TMOYTH JABYKPATHOMY YBEJIMUYEHUIO
penrabenbHocTH Tpom3BoiacTBa (Hailu et al., 2010). OmgHuM H3 BO3MOXHBIX
CHOCOOOB pelIeHus: JaHHOW MpoOJeMbl sBISETCS TpaHChOpMalKs KIETOYHBIX
KyJbTYyp pacTeHuil arpoOakrepuanbHbiMu TeHamu rol. Ho, HecmoTps Ha
JOCTUTHYTBIC YCTIEXU B 00JACTH PETYISIIIMA BTOPUYHOTO METa00IU3Ma, IPAKTHUECKU
HUYETO HE U3BECTHO O CITIOCOOHOCTH ITUX T€HOB BIUATH HAa MPOIYKIUIO (DEPMEHTOB B
pacTuTenbHbIX KieTkax. Hacrosias padora mpu3BaHa BOCHOJIHHUTH 3TOT MpoOel, U
TIOCBSAIICHA U3YYCHUIO BIIMSIHHUS TeHOB IOl Ha TIPOMYKIIMIO U aKTHBHOCTH (DEPMEHTOB
pactutenbHbIX iepokcuaas |1 kiacca.

B cooTBeTCTBUM C BBIIIEU3I0KEHHBIM, CHOPMYJIHpPOBaHA WLeJb PadoTbl —
UCCIIC/IOBATh PETYJSITOPHOEC BJIMSHAE TeHOB IOl B OTHOIIGHWM pPAaCTUTEIHHBIX
nepokcuaas Il kimacca B TpaHCreHHBIX KIIETOUHBIX KynbTypax Rubia cordifolia.

B paMKax MOCTABJICHHOM 1I€JIN OpeanojaarajoCh peuinuTh CICAYIOIHNEC 3aaYH.
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1. uaeHTHPUIMPOBATH MTOJTHOpa3MEpHBIE MOCTIEI0BATEIBHOCTH T'€HOB
pactutensHbIX epokcuaas Il kmacca R. cordifolia;

2. mpoBecTH (pumoreHeTrueckuii ananu3 mnepokcuaas Il kmacca R. cordifolia u
JIPYTUX PaCTEHUN;

3. MPOBECTH CPaBHHUTEIBHBIM aHAJIN3 BIMSHHS arpoOaKkTepUalIbHBIX TeHOB rOl Ha
pactutensuble epokcuaassl |1 kmacca R. cordifolia;

4. ompenenuTh HATMYME B3aMMOCBS3H MEXKIY YPOBHEM DKCIIPECCUU TPAHCTEHA U
aktuBaiuu nepokcugas Il kmacca B rolB-tpaHchopMUPOBAaHHBIX —KJIETOYHBIX
kyneTypax R. cordifolia;

5. YCTaHOBHTH 3aKOHOMEPHOCTH HAKOIUICHHS W HW3MEHCHHS (epMEHTATUBHOMN
akTUBHOCTH Tiepokcunas Il kmacca B rolB-TpaHCreHHBIX KJIETOUHBIX KyJbTypax R.
cordifolia B pa3HbIX (hazax pocra;

6. MpOBeCTH CPaBHHUTEIBHYIO OICHKY BIHUSHHS CBEpPXdKCIpeccuu reHa rolB wu
a0MOTHYECKUX CTPECCOBBIX (akTopoB Ha mepokcuaasbl Il kmacca B kieTOYHBIX
kyneTypax R. cordifolia;

7. OIICHHUTH CIIOCOOHOCTH T'eHa rOIB akTtuBupoBaTh mepokcuaassl Il kiacca B
KJICTOYHBIX KYJBTypax APYTHX pacTeHU Ha mpumepe poauosbl po3oBoit (Rhodiola
rosea L.) u cmoneBku oobikHoBenHo# (Silene vulgaris (M.) G.).

OcHOBHBIE M0JIOKEHUS, BLIHOCHUMbIE HA 3AIIUTY.

1. Caepxakcmpeccus TeHa [r0IB  mpuBOIUT K 3HAYMTEIBHOH  aKTHBAIUH
nepokcunas Il kmacca B rolB-tpancrennsix kynbTypax R. cordifolia. [lanabrit
s dexT saBngeTcs cneupuyHON GYHKIMNA TPAHCTeHA U MOJIOKUTEIIEHO KOPPEIUpYyeT
C YPOBHEM €T0 AKCIPECCHH, a TAKXKE COXpaHseTcs Ha BceX (paszax pocTta B TEUEHHUE
raccaxa.

2. Wunpykuus pacturenbHbix nepokcuaas Il kimacca Ha (oHe cBepxakcmpeccuu
reHa rolB 3HauuTenbHO CHJIbHEE, YeM TMPH KYyJbTUBHPOBAaHHMHM B YCIIOBHSIX
abMOTHYECKOro CTpecca U 100aBIEHUH 3ITMCUTOPA.

3. Caepxakcnpeccus reHa 0lB B kietounbsix kynsTypax Rh. rosea u S. vulgaris

TaKXe MPUBOJUT K aKTUBAIIMU PacTUTENbHBIX nepokcuaas |11 kiacca.
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4. Tpanchopmarus aukum mrammom A4 A. rhizogenes u renom rolC ne

OKa3bIBAIOT CYIIECTBEHHOTO 3 (ekTa Ha comepkaHNe M aKTUBHOCTH mepokcuaas |
KJjlacca B KJIIETOYHBIX KynbTypax R. cordifolia.

Hayunasi HOBM3HA W MpaKkTHYecKas 3HAYUMOCTb. BrepBbie wu3ydyeHO
PEryJIATOPHOE JACUCTBUE arpoOaKTepHabHBIX TeHOB Ol B OTHOIICHUH PACTUTEIILHBIX
nepokcuaa3 |l kmacca, mpencTaBIAOIIMX MATOT€H-OOYCIOBICHHBIE — OENKH
cemelictBa PR-9, B TpaHCcreHHBIX KieTOuHBIX KynbTypax R. cordifolia. ITokasano,
4yTo akTHBalus nepokcuaas Il kmacca B ycnmoBusix cBepxakcnpeccuu rolB sBusercs
cnenuduunoit (yHkimerd TpancreHa w He xapaktepHa i rolC. CoBmectHas
skcrpeccuss reHoB rolB u rolC B cocraBe nukoro mramma PRIA4 Takke He
OKa3bIBaeT 3HauMuTENbHOIO 3¢ ¢dekra Ha nepokcunassl Il kmacca, uto ykaspiBaeT Ha
KoMIieHcupytomiee jaericteue rera rolC B orHomenum rolB. Tlposeneno
WCCIICIOBAHUE MOJICKYJSIPHBIX ~ MEXaHW3MOB  I0lB-unaynmpyemori  akTuBanuu
nepokcuaas |l knacca n mokazaHo OTCYTCTBUE B3aUMOCBSI3H € OOIIMM W3MEHEHHEM
ypoBHs BHyTpuKJeTouHblx ADK Ha ¢one Tpanchopmanuu. O4eBUAHO, UTO TaHHBII
abdexT sBuseTcs crnenupUIecKUM OTBETOM KIETKHM Ha CHUTHAN, TE€HEPUPYEMBIH
oenxom RoIB. Ycranosneno, uro rolB-unnynupyemasi axtuBamms nepokcumas ||
KJ1acca IMOJIOKUTEIFHO KOPPEIUPYET C YPOBHEM IKCIPECCUN TPAHCI'€HA U BBI3BIBAET
TPAHCKPUIILMOHHYIO M (DEPMEHTATUBHYIO aKTHBAIMIO OEJIKOB MEPOKCHUIA3, a TAKXKE
3HAYUTENbHO YBETMYMBACT WX Tnpoaykuuioo. [lokasaHo, 4Tto maHHBIH 3(deKT
COXpaHsieTCsT Ha BceX (a3ax pocTa B TEUCHUE MMacca)xa. YCTaHOBJICHO, 4yTo [OIB
aBysieTcs Oojee CUIBLHBIM HMHAYKTOpoM mepokcuaa3 |l kimacca mo cpaBHeHuio ¢
IpyruMu aOUOTHYECKUMH CTPECCaMH, BKIIOYAs HU3KYIO U BBICOKYIO TEMIIEPATYpHI,
oopadotky NaCl u mermmkacmonatom. [lonmydeHsl JaHHBIC O CIIOCOOHOCTH reHa rolB
aKTUBUPOBATh TMEPOKCHAa3bl B TPAHCTEHHBIX KIETOYHBIX KYJIbTypax JIpYyTHX
pactenuii, B yactHoctd, Rh. rosea u S. vulgaris. IlonyueHHble pe3yabTaThl BHOCST
BKJIaJl B MIOHUMaHHUE peryssitopHoro aeicteus renos rolB u rolC us A. rhizogenes na
3alIUTHBINA amnmapaT PacTUTENBHON KJIETKH W JOTONHSIOT MMEIOIIHUECs CBEICHHS O
MOJIEKYJISIPHBIX ~MEXaHM3MaxX B3aUMOJEHUCTBUA pacTeHUM U  OaKTepualbHbBIX

natoreHoB. B KOHTEKcCTe IMPAaKTHYCCKOTO0 IPUMCHCHHA BO3MOXKHO HCIIOJIb30BAHUC
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reHoB I0l Juist co3gaHusl KIETOYHBIX KYJIBTYP PAcTCHHA — CYyNEepHpOAYIEHTOB
nepokcuaas Il kmacca ¢ menpr0 OMOTEXHOJIOTUYECKOTO MPOU3BOACTBA (EPMEHTOB.
[Tony4yeHHble CBEEHUS O POJIM MHAMBUIYaIbHBIX M30(opm nepokcunas Il kmacca B
YCIOBUSIX aOMOTMYECKOTO CTpecca MOTYT CIYXKUTh OCHOBOM JJsi CO3[aHUA
TPAHCTEHHBIX PACTEHUMN, YCTOMYUBBIX K HEOJArOMPUSATHBIM YCIOBUSIM.

AnpobGanusi pe3yjabTaToB. Pe3ynbTaThl UCCIEIOBaHUN TpeaCTaBICHbl Ha XI
PervonanbHoii  KOH(QEpPEHLUMH CTYJCHTOB, AaclHUPAHTOB BY30B M  HAy4HBIX
opranuzanuii JlanmeHero Boctoka Poccuu (BmaguBoctok, 2012), 15th International
Biotechnology Symposium and Exhibition (Tary, FOxnas Kopes, 2013), The 8th
International Conference on European Science and Technology (Mronxen,
I'epmanus, 2014), Second European Conference on Biology and Medical Sciences
(Bena, ABctpus, 2014), XV Bceepoccuiickoil MOJIOJEAKHON IKOIE-KOH(EPEHIUU 110
aKTyaJbHbIM mpoOsieMamM xumuu U Ouwonorun (BramuBoctrok, 2014), VIII
MOCKOBCKOM ~ MEXIYHapOJHOM KOHrpecce «DBHOTEXHOJOrMS: COCTOSIHUE U
nepcriektuBbl  pazButus» (MockBa, 2015), VI MexayHapogHoil HaydHO-
MPAKTUYECKON KOH(pEepeHIIuN «AKTyalbHbIe MPOOJIEMbI OMOJIOTHH, HAHOTEXHOJIOTHIA
u MmeauiuHeD (PoctoB-Ha-/lony, 2015).

JInunblii BKJIAA aBTOpa. ABTOPOM CaMOCTOSITEIBHO OBUIM TPOBEACHBI
UCCIIEIOBaHMSI [0  ONpEeleleHUI0 Oo0mield NepoKCHUAa3HOW  aKTUBHOCTH U
M30(pEPMEHTHOTO CcOocTaBa TMepokcuaa3. DUIOTEHETUUYECKUA U CTaTUCTUYECKUI
aHaJau3bl TIPOBEACHBI COBMECTHO ¢ K.0.H., B.H.c. IlIkpeue FO.H., ompenencume
YPOBHSI D3KCIPECCUU TE€HOB TNEPOKCHIA3 BBIIOJIHEHO COBMECTHO C K.0.H., C.H.C.
Bepemeiiuuk I'.H., nccienoBanue ypoBHS aKTHUBHBIX (POpM KHCIOpoAa MPOBOAMIN
COBMECTHO ¢ K.0.H., c.H.c. ['opmenuenko T.}O. (ma6. 6uorexnomoruun BIIM JIBO
PAH).

PaGora BemonHeHa B mabopatopuu  OwoumkeHepuu — DeneparbHOTO
rocyJJapCTBEHHOTO yupexJeHust Hayku buonoro-nousennoro uncruryra [BO PAH
npu puHaHCOBOU Nozepkke rpaHToB PODU (Ne 11-04-00113-a u Ne 14-04-31913).

Myoankamuu. [lo Mmarepmamam auccepranmuu OMyOJIMKOBAHO 3 CTAaTbU B

PEeLIEH3UPYEMBIX JKypHaIax v / Te3UCOB JOKJIAI0B KOHPEPEHIUH.
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Ctpykrypa m o0beM auccepranmu. Jluccepranus COCTOMT W3 BBEIICHMS,
0030pa AUTEepaTyphl, ONMMCAHUS MaTEPHAIOB U METOJIOB HCCIEAOBaHNUS, PE3yIbTaTOB
1 00CYXKJICHHUSI, 3aKJIIOYEHUS, BBIBOJIOB U CIIUCKA LUTUPYEeMO JuTeparypbl. Ciucok
auTeparypsl Bkmrodaet 290 mybnukanuii. {uccepramus nznoxkena Ha 121 crpanwure
MaIIUHOMKUCHOTO TEKCTa, COAEPKUT 9 Tabmun u 14 pUCYHKOB.

baarogapuocTu. ABTOp BbIpaXkaeT OJarogapHOCTh CBOEMY HAay4HOMY
PYKOBOJIUTENIO — KaHauAaTy Omonorndeckux Hayk FOpuro HukomaeBuuy IIKpHIIh.
ABTOp BBIPAKAET CBOKO HCKPEHHIOK MPU3HATENBHOCTh coTpynHukam BIIN J[BO
PAH: kanaunaty Owosornueckux Hayk [lanunHe HukonmaeBHe Bepemeiluuk 3a
HEOLICHUMYIO TTOMOIIb B OPTaHU3allid U MPOBEICHUMN ucclienoBanuii merogom [P
B pEaJbHOM BpEMEHM, KaHaujaatry Ouonormdyeckux Hayk Tartbsine HOpbeBHe
['opnienuenko (nmabopatopust O6morexnosorun bIIM JIBO PAH) 3a nomomp B
MPOBEICHUHM UCCJICIOBAHUNM METOJIOM KOH(OKAIbHOM MHUKPOCKONUU U BCEM

coTpynHukam jaboparopuu ouonnxenepun bIIN JIBO PAH.
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1. JATEPATYPHBINA OB30P

1.1. Agrobacterium rhizogenes — npupoaHas cucremMa TpancgopManuu

BBICHIHNX paCTeHI/Iﬁ

Hcropus n3ydeHus IOYBSHHBIX OakTepuit poga Agrobacterium 6eper Havaso B
XX Beke, Korja BIEpBble Oblla YCTAaHOBJIEHA MPUPOAA OMYXOJEBBIX O0Opa30BaHMIA,
BO3HUKAIOIIMX Ha MOBEPXHOCTH JApeBecHBbIX pactenuit (Smith, Townsend, 1907).
Onmuu w3 Hambolnlee sPKUX TpeacTaBuTeNss poma — Agrobacterium rhizogenes —
U3BECTEH CBOEH CIOCOOHOCTBIO BBI3bIBATH 00pazoBaHue IU(PPEepeHIIPOBAHHBIX
omyxosieii B Buae Macchl kopuer (Ricker et al., 1930). Crparerus 3apaxeHus
3aKirovaeTcs B nepeHoce OakrepuanbHoil TpaHncnoptHoit JJHK (T-AHK) B knetky
X035MHA, TJI¢ TPOUCXOJIUT €€ BCTPAUBAHHUE B PACTUTEIILHBIA T€HOM U aKTHBUPYIOTCS
OakTepuanbHblE TEHbl, TO €CTh, OCYLIECTBISIETCA MpPOLECC TI'€HETUYECKOU
kosionm3anmu  (Zupan, Zambryski, 1995). B pesyaprare TpaHchopMarmu
OITyXOJIEBBIC KJIETKH PACTCHUN HAUMHAIOT CHHTE3UPOBAThH OMUHBI, KOTOPhIE OaKTepus
UCTIONB3YeT B KauyeCcTBE MCTOYHHMKA a30Ta W yriepozaa. IIporecc compoBoxmaeTcs
CTUMYJISILIMEH KopHeoOpa3oBaHUs, B CBA3M C 4eM 3a00JI€BaHME MOIYUYHJIO Ha3BaHUE
«OoponaThiii KOpeHby». B oTiiMune OT HOpMaJbHBIX KOPHEHW, OHM XapaKTEPHU3YIOTCS
MOBBIIIICHHONW TEHACHIMEH K POCTY U YBEIWYCHHBIM COACPNKAHHUEM BTOPHUYHBIX
MeTabOoJIMTOB, OTCYTCTBUEM TPaBUTPONHM3MA U HEUYBCTBUTEIBHOCTH K SK30T€HHBIM
¢duroropmonam (Guillon et al., 2006).

HccnemoBanust  MOKaszand, 4YTO  WHAYKIHS ~ OMyXOoidu  OOyCIIOBJIEHA
OakTepHaabHBIMU MeramiasMuaaMu — B ciydae A. rhizogenes sto Ri-mmasmumasr (ot
anra. root inducing) pasmepom ot 200 mo 800 k6 (Fakhrai, 1990). B cocrase
IUTa3MUJIBI COJIEPIKATCS TEHETUUECKUE KOMIIOHEHTHI, IEPEHOCUMbIE arpobakTepueit u
HeoOxoaumbie it Tpanchopmaruu: T-JIHK, B koTopoit 3akimouena nadopmarus o
OakTepHaabHBIX O€NKaxX, TeHbl VIr-00JIACTM — WX MPOAYKTHI OCYIIECTBISIOT

tpancnopt T-JIHK, a Takke 10KyChl, KOHTPOJHUPYIOIIME PA3MHOKEHUE TIA3MUJIbI B
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OakTepraabHON KIIETKE M €€ NepeHoc npu OakrepuanbHoil koHbroranuu (Chandra et
al., 2012).

Wuaykuust 3abojieBaHust «0opogaToro KopHs» Oakrtepusmu A. rhizogenes
OCYIIIECTBIISICTCS CICAYIONUM 00pa30oM: MO KOHTPOJIEM TPAHCIIOPTHBIX OEIKOB Vif-
obmactu yyacrok T-JIHK ruasmunsl nepenocurcst B pactutensHbiii TeHoM (Chilton
et al., 1982). B Gakrepusix arponMHOBOIO IITaMMa TakuX oOjactei aBe — T - u Tg-
JHK (Trovato, Linhares, 1999). Tr-JIHK Ri-turasmMuabl COJIEp)KUT TEHBI,
KOAMPYIOIIIHE OIIMHBI, U JIBa reHa OMocuHTe3a aykcuHa — aux1 u aux2 (Nemoto et al.,
2009). T, -IHK momHOCTBIO CEKBEHHPOBaHA, OHA COACPKHUT 18 OTKPBITHIX pamMoOK
CUHMTBIBAHMSI, CXOHBIX C DYKaPHUOTHUYECKUMH, KOTOPHIC CHAOKEHBI HEOOXOIMMBIMU
9JIEMEHTaMH TPOMOTOPOB M CHUTHajaMu noiuaaeHenupoBanus (Slightom et al.,
1986). Bcs nndopmanus, HeoOXoauMast JUIs TOIISPKaHUS OIyX0JIEBOTO COCTOSHHUS,
ngokanuzyetrcs B T -JIHK, mosromy s momnepkanusi QeHotuna «OOpoaaToro
KOpHs» Her abcomoTHoM HeoOxoaumoctd B Tr-JIHK, opnako, mrammebl
Agrobacterium, nHecymue kak T| -, Tak u Tr-/IHK, GoJsiee BUPYJICHTHBI U 3apakaroT
OoJbIliee YMCIIO BHUJOB PACTEHUHM, YeM INTaMMBbI, Hecylme Toibko oaHy T-JIHK
(UAperinep u coast., 1991). O6mactu T-IHK orpanuyensl npsiMbIMH HOBTOpaMu
JUIMHOM 25 11.H., HEOOXOAMMBIMH IS y3HaBaHus Oenkamu Vir. O0Imas opranu3arivs
redoB T-JIHK u ux dnankupyromux o6iacTeil cxo/iHa ¢ TAKOBOM 3YKapUOTHYECKUX
I€HOB, XOTsI OHM He cojepkaT uHTpoHoB (Tinland, 1996). B pacturensnyro JITHK
MOKET BKJIFOUAThCSA OJHA Wi HeckoJibko kommi T-JIHK, m XoTsa MHOXeCTBEHHBIE
KOITUHA MOTYT 00pa30BBIBATh TaHACMHBIC TTOBTOPHI, OHU MOTYT OBITH pa3OpOCaHbI IO

BCEMY I€HOMY.

1.2. XapakTepuCcTHKA arpodaKTepHATbHBIX TeHOB [0l

1.2.1. OnyxoJieo0pa3ymomas (pyHKus reHos rol

Yereipe nokyca B T -JIHK oTBETCTBEHHBI 3a BO3HHKHOBEHHUE CHUHIpPOMA

«0OpOIaThIX KOPHEI» — 3TO Tak Ha3bIBaeMble 00t loci — rewnsl rolA, rolB, rolC, rolD,
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KOTOPBIM COOTBETCTBYIOT OTKPBIThIC paMKH CUHUThIBaHUS (open reading frame — ORF)
10, 11, 12 u 15 COOTBETCTBEHHO. DTH TE€HBI MMEIOT OaKTEPHAIBHYIO MPUPOIY,
OTHAKO CHAOXEHBI  PETYIATOPHBIMU  TIOCIEIOBATEIBHOCTSIMHU, CXOXKHUMHU C
DYKapUOTUYECKUMH, YTO 00ECIIEUNBAET MX aKTUBHOCTH B KJIeTKax pacteHuit (Mishra,
Ranjan, 2008). Dxcnpeccusi MHIMBHIYaIbHBIX T'€HOB IOl 1MO3BOJHMIIA BBIBUTH HMX
MopdoreneTndeckue dPpQPeKTh, OTpakaBIINECs MHOKECTBEHHBIMH HW3MCHCHHUSMH B
denorurie pacteHmid. Tak, rOlA-TpaHCreHHBIE pAcTEHHUS XapaKTePHU30BAIHCH
CMOPIICHHBIMH  JIUCTBSIMH, YMEHBIIICHHBIMH  MEXAOY3JIUSIMH UM  I[BETKAMHU
HenpaBwibHOW dopmbr (Schmiilling et al., 1988; Sinkar et al., 1988; Carneiro,
Vilaine, 1993), rolB — mnoBbIIICHHBIM O00pa30BaHHEM MPUIATOYHBIX KOpPHEH,
HEKpO30M U TIOTEMHEHHEM JIUCThEB, YBEIMYECHUEM pPa3MEpOB I[BETKOB W
rerepoctriueii  (Cardarelli et al., 1987; Schmiilling et al., 1988), rolC -
KapJIMKOBOCTHIO U U3MEHEHHEM MOP(OJIOTHH JIMCTOBBIX IJIACTHH, CTEPHIIBHOCTBIO U
OTCYTCTBHEM alMKajibHOro JomuHHpoBaHus (Schmiilling et al., 1988), a rolD-
TPaHCTCHHBIC PACTCHHS OTIUYAINCH PAHHUM I[BETCHUEM U YCKOPEHHBIM IEPEX00M
U3 BEreTaTUBHOM B penpoaykTHBHYIO a3y passutus (Costantino et al., 1994). Cpenu
reioB rol, rtompko rolD He cmocoOeH CcaMOCTOSTCIIBHO BBI3bIBATH CHHIPOM
«bopomaroro kopus» (Mauro et al., 1996), Torma kak rolB, HanpoTus, sBiseTCS
CaMbIM CWIBHBIM OHKOT€HOM M €ro umHaktuBauus B cocraBe T-/JIHK nmpuBogut x
nonHoMy moxaaeneHuto cuHapoma (White et al.,, 1985). Kpome Ttoro, rolB
UHIYIHUPYET (POpMUPOBAHHE MEPUCTEMHBIX 30H, JEUCTBYS KaK CHIIbHBIA HHIYKTOD
mopdorenesa (Altamura et al., 1998; Altamura, 2004). HenaBro B rolC-TpaHCreHHBIX
KJIETOYHBIX KyjiabTypax Panax ginseng C. A. Meyer taxke ObLIM OOHApY)KEHBI
CBUJIETEIILCTBA OpPraHOTEHE3a M COMATHUYECKOTO HMOpPUOTEHE3a, BBI3BaAaHHBIC
skcmpeccueit Tpancrena (Gorpenchenko et al., 2006).

Pactenus, TpanchopMupoBaHHbIE FeHaMU I'0l, TEeMOHCTPUPOBAIM U3MEHEHHBIN
¢duToropmMoHanbHbI cratyc. Tak, rOlA 3HAUYWTENBHO MOHMKACT YPOBEHb ayKCHHA,
IUTOKMHWHA, THOOEpe/UIMHA U a0CIIM30BOM KHCIOTHI B pacTeHusx Tabaka (Dehio et
al., 1993). I'er TpaHCKpHOUpYETCs, B OCHOBHOM, B KJIETKaX (JIO3MBI U B CTEOJAX,

MeHbIIIe — B KOpHAX u JucThax (Sinkar et al., 1988; Carneiro, Vilaine, 1993). besok
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ROIA He mMeeT M3BECTHBIX TOMOJIOTOB, OJTHAKO, €r0 BTOPHYHAS CTPYKTypa HWMEET
CXOJICTBO C OJHMM W3 JIOMCHOB MamwIOMaBUpyca, a caM OH oOyagaer
crnocodHocThio cBsa3biBaThea ¢ JJHK (Rigden, Carneiro, 1999). OnHako umeroruecs
JaHHBIE O JIOKaJdm3amuyd OejKa CBHICTEIBCTBYIOT O €ro acCOolHalud ¢
uTorasMatuaeckorn mMemopanoi (Vilaine et al.,, 1998). M xoTs mocToBEpHO
onoxumuueckas pyuknus Oeiaka ROIA HemsBecTHa, dKCIpeccHs reHa MPHBOIUT K
YMCHBIIICHUIO COJICP)KAHUS HEKOTOPBHIX TOPMOHOB (ayKCHHOB, ITMTOKWHUHOB,
riu00epeUIMHOB, dTHIIeHA 1 abcum30Boi kuciotel) (Dehio et al., 1993).

O¢dexter  rolB  cBs3BIBAIOT  CO  CHOCOOHOCTBIO TEHA  PEryJUpPOBaTh
BOCIIPUSATHE/IyYBCTBUTEIBLHOCTD KJICTOK K ayKcMHaM. B mpomoTtopHoii o6iactu rolB,
kak u rolD, oOHapyxeH CalT CBS3bIBAaHHS C TPAHCKPUIIIMOHHBIMU (haKTOpaMu
NtBBF1 u RBF1, uyBctBurensHbiMu k aykcuHam (De Paolis et al., 1996), a
n00aBJICHNE PK30TCHHOTO ayKCHHA MIPUBOIUIIO K aKTUBHOMY CHHTE3y TPaHCKPHUIITOB
rolB. Oxnako ObuLTO MOKa3zaHo, 4To Oejok ROIB He w3MeHsCT BHYTPHKIETOYHYIO
koHIeHTparuio aykcuHoB (Delbarre et al., 1994) u B HacTosiIee BpeMs yCTaHOBJICHO,
4TO TPOAYKT TreHa oOmamaetr tuposuHpocharasnoit akruBHocthio (Filippini et al.,
1996). Ilpeamomnararor, 4yro RolB MOXeT akTHBHPOBATH ASKCHPECCUIO0 AyKCHH-
CBSI3BIBAIONTUX OEJIKOB W/WJIM YBEIIMYUBATh UX aKTUBHOCTH (Venis et al., 1992).

Y rpancrennbix pactenuii Nicotiana tabacum L. OGemok RolB mramma
pRi1A1724 nokanu3oBaH B siiepHOM MeMOpaHe M CHOCOOEH B3aMMOEHCTBOBATH C
oenkom Nt14-3-3wll. Tlpuuem y oOoux O€IKOB OTYTCTBYIOT CUTHAJbI SJIEPHOM
JIOKAJIM3alliU, U, BEPOSITHO, OHU 00a B3aUMOJCHCTBYIOT ¢ HEKOTOPBIMHU YCITHOUHBIMH
OenmkaMu IS TpaHCIOPTa B syipo. BO3MOXKHO, B 3TOM ciydyae MpoayKT reHa rolB
UTPAeT POJIb TPAHCKPHUIIIMOHHOTO KOAKTHBATOpPA WM BTOPUYHOTO MECCEHKEpa
(Moriuchi et al., 2004).

I'en rolC oGHapysxeH Bo Bcex m3ydeHHBIX mrtammax A. rhizogenes u sinsercs
caMbIM KOHcepBaTHBHBIM u3 Bcex reHoB rol (Dandecar et al., 2008). Dxkcopeccus
rena rolC orpan-crnenuduyHa 1 MaKCUMaJIbHa B KOPHSIX, YMCHBINASACH B PAAY KOPHH-
cTeOeIb-IIBETKU-TUCThS. [IpuMedaTenbHO, YTO HAKOIUICHUE TPAHCKPHUIITOB BO BCEX

opraHax NpOMCXOAUT B KieTtkax ¢uioambl (Guivarc’h et al., 1996). O6pabotka
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caxapo3od mnpuBoamwia kK aktuBaiuu rOIC m B apyrux TKaHsX, a TO3JHEE B
MIPOMOTOPHON 007acTH reHa ObUT OOHApPY)KEH CalT, YyBCTBUTEIBHBIA K cCaxapose
(Sugaya, Uchimiya, 1992; Yokoyama et al., 1994; Nilsson et al., 1996). Bsuio
BBICKa3aHo mnpeanonoxenne, uro ROIC ncmonb3yer caxaposy B KauecTBe cyOcTpara,
4TO MOXKET crmocobcTBoBaTh Aenenuio kierok (Nilsson, Olsson, 1997). B apyroii
CEepUM SKCIEPUMEHTOB Obllla yCTaHOBJIEHA creuuduueckas [-TIOKOIUTHYECKas
akTUBHOCTH Oenmka ROIC, 4ro mpuBOAMT K BBICBOOOXKIECHUIO HUTOKHHWHOB U3
KOMILJIEKCOB C TIFOKO3HMJIaMU M M3MEHEHUIO ropMOHanbpHOro Oanmanca (Estruch et al.,
1991). Tem He MeHee, HECMOTPS Ha JOCTUTHYTBIC YCIIEXH, TOYHBIX MPEICTABICHUNA O
OMOXMMHYECKON aKTUBHOCTH OCJIKOBOTO Mpoaykra rolC Ha cerofHsIIHuN IeHb HET.
B otnuume ot apyrux rexos, muis rolD He XapakTepHa TKaHeCHEIM(PHIHOCTH
OKCIIPECCUH, OJHAKO, €T0 aKTHBHOCTHh 3HAYUTEIHHO M3MEHSCTCS B TEUCHHUE ITUKIIA
pPa3BUTHSl pacTEHUs: HaMOOJbINAas aKTUBHOCTh I'eHa OOHApPYKMBAETCS B PACTYIIUX
opraHax, HO HUKOI'JIa — B alMKaJIbHOW MEPUCTEME, U CHUIKAETCS M0 MEPE CTapeHUs
pactrenus (Trovato et al., 1997). AMuHOKHCIIOTHAs TTociieoBareabHoCTh ROID cxoxa
c OakTepuaabHOW OPHUTHUH IUKJIOJCAMUHA30M, OCYIIECTBIISIIOIIEH IpEBpaIICHHe
OpHUTHHA B TIPOJIMH, B CBSI3U C YeM ObllIa BhICKa3aHa TUIIOTE3a O TOM, 4TO (PEHOTHIT

rolD-TpaHCreHHBIX paCTeHUH BbI3BaH U3MEHCHHUSMHU B MpoayKiuu nposura (Trovato

etal., 2001).

1.2.2. T'enbl 1ol — akTHBATOPHI BTOPUYHOTO MeTA00IH3MA

HccnenoBanue ¢GeHOMEHa «0OpOAaThIX KOPHEH» IPUBEIO K HAKOIUICHUIO
JTAHHBIX O CITOCOOHOCTH I'€HOB FOl aKTHBUPOBATHh MPOIYKIIMIO aHTpaxuHOHOB (Shin,
Kim, 1996), runsenosugoB (Kunshi et al., 1998), runkromumos (Ayadi,
Tremouillaux-Guiller, 2003) u apyrux BTOpUYHBIX METAOOJIUTOB B KYJIbTypax OoJjice
yem 12 pasmuuHbIx cemeiicTB pactenuii (Bonhomme et al., 2000; Li et al., 2009;
Shinde et al., 2009; Lan, Quan, 2010; Chandra, 2012). ®yHKIUH BTOPHUYHBIX
MeTabOJUTOB B PACTCHHH OYEHb OOMIMPHBI: OHU PETYIUPYIOT IMPOIECCHI POCTa H

nudPepeHIUpPOBKH KIETOK PACTEHUM, 3allMIIAIOT UX OT MOEJaHUs >KUBOTHBIMH,
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OKa3bIBAIOT aHTHMUKPOOHOE JEHCTBHE, a KPOME TOTO, BBIICISIACH B atMochepy B
BUJIC JIETYYHX S(QUPOB, MOTYT OCYIIECTBIATH IEpenady CUTHaia o0 OMacHOCTH,
aKTUBUPYs 3alllUTHBIC peakiuu B 310poBbIX pactenusx (Maleck, Dietrich, 1999;
Demain, Fang, 2000).

Ananmu3 QyHkuui uaauBHayanbHbXx reHoB T-JIHK ycranoBun, 4to nBa reHa —
rolB u rolC — spinsrorcs Hanbosiee 3(PQPEKTUBHBIMH HHIYKTOPAMH BTOPHYHOIO
metabonmm3ma (Bulgakov et al., 1998; Palazon et al., 1998; Bonhomme et al., 2000;
Bulgakov et al., 2002; Shkryl et al., 2008). CpaBueHue 3pPeKTOB MHIUBUAYATBHBIX
reHoB B KynbTypax R. cordifolia mo3sommio ycranoButh, uto reH rolB obnamaer
CaMbIM  CHJIBHBIM  CTUMYJMPYIOIIUM  JICHCTBHEM, YBEIWYHMBAs  MPOJYKIIHIO
AHTPAXWHOHOB B 15 pa3, HO, B ormauuue oT rOIC, 3HAYMUTENBHO WHTHOHPYET
kierounblid poct (Shkryl et al., 2008). B tpancdopmupoBanHbix KyneTypax Vitis
amurensis skcnpeccus rolB akTuBupoBasia MPOIYKIIMIO pe3BepaTrposia, U ypOBECHb
aKTUBAIIMA KOPPEIUPOBal ¢ cuioi skcrpeccun tpancrena (Kiselev et al., 2007).
Ananornusbelii  dpdext akTuBanuu HaOmonaincs B olC-tparcdopMupoBaHHBIX
KynbTypax Tabaka (Palazon et al., 1998), eHblieHs, TAC YPOBEHb MPOIYKIIUH
TMH3CHO3HUIOB JIOCTHTal 3HAYEHUH, OJIM3KUX K OMOCHHTCTHUYECKOMY MAaKCHMYyMY
kiaerok (Bulgakov et al., 1998), u MmapeHbl CepAlLICIUCTHOM, I/€ YBEIHMUYCHHE
skcrpeccur rOlC compoBOXKIANIOCH YBEIMYCHHUEM COJACPIKAHUS AHTPAXUHOHOB M
aKTUBAIlMEH TeHa N30XOPU3MaTCUHTA3bl — KIIIOUEBOT0 TeHa ux onocunTesa (Shkryl et
al., 2008). Oanako m3BecTeH u oOpatHBIN ekt sxcnpeccun rolC. Hampumep, B
KyJneTypax Eritrichium sericeum oH WHrHOMpOBaJl TPOAYKIUIO HAPTOXHMHOHOB B
teuenne 10 yer kynpruBupoBanus (Bulgakov et al., 2005). B coBokymHOCTH 3TH
JIAHHBIE YKa3bIBAIOT HA CIOCOOHOCTH T'e€HOB FOl perymmpoBaTh 3KCHPECCHIO T'€HOB
OMOCHHTETUYECKUX IMyTel BTOPUYHOIO MeETa0O0M3Ma, BEpPOSITHO, MOCPEACTBOM
B3aMMOJICHCTBHSI C  COOTBETCTBYIONIMMH  TPAHCKPHUIIIMOHHBIMH  (DaKTOpamu
(Bulgakov et al., 2013).

Tpancdopmanus renamu rol ssisiercs 3G HekTUBHOM CTpaTeruei CTUMYIISIIUH
BTOPUYHOTO METa00JIM3Ma, OCOOCHHO B TEX CydasX, KOrja KJIACCHYCCKHE METOIbI

(cenekiusi, 100aBICHUE IMCUTOPOB U OMOCHUHTETUYECKHX MPEAIIECTBEHHUKOB) HE
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OKa3bIBAIOT BIUSHUA. lIpHMeuaTellbHO, YTO YpPOBCHb AaKTUBAIlMU BapbUPYET B
3aBHCHMOCTH OT THITa BTOPHYHBIX MeTabomToB U Buaa pactenus (Bulgakov, 2008a).
B xoje M3y4yeHHs MEXaHU3MOB aKTHBAIMM BTOPUYHOTO MeTaboym3ma reHamu rol,
OBLITO CJIeNTaio HECKOJBKO BaKHBIX HAOJIOIeHUI. BO-1IepBhIX, OHU BBITIOJIHSIOT CBOU
perynsartopHble (pyHKIMM HE 3aTparuBasi TPAJAWIMOHHBIX CHUTHAIBHBIX MyTed. B
YaCTHOCTH, OBUIO BBIABUHYTO TMPEAMOIOKEHHE O BO3MOXHOM TIEPECCUCHHUH
MeTaOOIMYeCKUX IyTei TeHOB Ol W TpaguIIMOHHBIX HWHIAYKTOPOB BTOPHYHOTO
MeTabonmu3Ma (3TWJICHA, CAJIMIMIOBOM M KACMOHOBOW KHCIIOT), OJHAKO, UX
nobaBiaeHne He okazaio 3¢@dexra Ha OHOCHHTE3 BTAPUYHBIX METAOOIUTOB B
TpaHchopmupoBaHHBIX KyiabTypax (Bulgakov et al., 2002). ITomydyeHHbIe HAaHHBIC
CBUICTEILCTBYIOT 00 OTCYTCTBUH B3aMMOCBSI3U MEXITy STUMHU MOJICKYJIAMH U TCHAMU
rol. Bo-BTopeix, Ha mpuMmepe kierouHblx KynbTyp R. cordifolia mokazano, uto
KOKIBIA W3 TEHOB HMEET WHIWBUIYyaJbHBIC PETYSTOPHBIE MEXaHU3MBI,
OIPEICIISIONINE CTEIIeHb aKTUBAIMU BTOPUYHOTO MeTabomu3ma (Shkryl et al., 2008).
B-TpeTbux, 0Ka3aioch, 4TO 3KCIpeccus reHoB rol compoBokaaeTcss 3HAYMTEIIbHBIMA
W3MEHEHHUSMHU BO BCEM 3aIIMTHOM aIliapaTe pacTUTSILHOTO OPTaHu3Ma, BO3CHCTBYS
HAa CHTHAJIBbHBIC CHCTEMbI, KOHTPOJMPYIOIIHAE PEIOKC-CTaTyC KICTKH M, Kak

CJIEJICTBHE, YCTOMYMBOCTh TPAHC(OPMUPOBAHHBIX PACTEHUH.

1.4. Bausinue reHoB rol Ha 3alIUTHYI0 CHCTEMY KJIETKH

OKHCIIUTENbHO-BOCCTAHOBUTENbHBIN  OallaHC KIJIETKH  SIBJSIETCS  Ba)KHBIM
MOKa3aTelieM €€ MKU3HECTIOCOOHOCTH, OCOOCHHO, B YCIOBUAX MOCTOSTHHOIO CTpecca,
BBI3BAaHHOI'0 KCIPECCHEN UyKEPOJHbIX TeHoB. Kak mpaBuiio, B ciydyae CTPECCOBOrO
BO3JIEUCTBHS HAOIIOAETCSl TOBBIIICHUE YPOBHS BHYTPUKJIETOUHBIX aKTUBHBIX (HOpM
kuciopoaa (ADK), KoTopele SBISIOTCA MEAUATOPAMH PA3JIMYHBIX 3alATHBIX MyTEil
U BBIMOJHSIOT CUTHAIBHYIO (DYHKILIHIO, @ KPOME TOTO, OKAa3bIBAIOT CTUMYJIHUPYIOIIUN
3¢ peKT Ha OMOCHHTE3 BTOPUUHBIX MeTabouToB (Jacobo-Velazquez et al., 2015).

Pe3ynbrathl HccnenoBaHus PEOKC-CTaTyca KIETOK, TpaHC(HOPMHUPOBAHHBIX

reHamu rol, okazanuce npotuBopeunBbiMU — B I0IB- u rolC-tpancdopmupoBanHbIX



18

KJIETOYHBIX KYyJIbTypaXx pacTeHUd ypoBeHb BHyTpukieTouHbix A®K  Obun
3HAYUTENIbHO HWXE, YeM B KOHTpOJe, TOrJa Kak HMX COBMECTHas JKCIIpecCus
u3MeHsia ero HesHauutenbHo (Bulgakov et al., 2008b; 2012). HccrnenoBanue 3Toro
¢eHOMEHa TPUBEIO K OTKPBITHIO JBYX pa3HbIX MEXaHW3MOB WHIYLIUPYEMOTO
noHmwkenuss ypoBus A®DK. Tak, rolB akruBupyer skcmpeccuto renoB HAJIDH-
okcugasbl — ¢epmeHTa, renepupyromero A®K U TEHOB aHTHOKCHJIAHTHBIX
dbepMeHTOB ~ KaTaja3bl, acKopOaTHEpOKCHAa3bl W CYNEPOKCHIIUCMYTA3Hbl,
OCYIIECTBIIAIONIMNX CBOCBPEMECHHYIO Jerpajamuio HoBooOpasoBanHbix ADK, a rolC,
HaIlPOTHUB, UHTUOUpPYET 3Kcnpecchio reHoB kak ADK-renepupyromux, tak u ADK-
sammMuaupyronmx pepmentoB (Bulgakov et al., 2013). Taxke oOHapyXeHO, YTO B
rolC-tpanchopmupoBaHHbIX ~ KyJdbTypax Panax ginseng, Vitis amurensis wu
Eritrichium  sericeum wu3MeHsJIaCh  DKCHPECCHS TEHOB  KaJbI[MA3aBUCHMBIX
MPOTEUHKUHA3 U MOSBISIUCH YKOPOUEHHBIE TPAHCKPUIITHI C TIOCIIEIOBATEILHOCTIMH,
coorBercTByromumMu  Ser/Thr cyogomenam (Kiselev et al.,, 2008). Monayssius
AKTUBHOCTH KaJbIIMA3aBUCUMBIX MPOTEMHKWHA3 HMEET OCOOEHHOE 3HAYCHHE,
MOCKOJIbKY O3TH (DEPMEHTHI SIBISIOTCS H3BECTHBIMHU PETyJsTOPAMH AKTHBHOCTH
depmentoB HAJI®H-okcunmas (Kobayashi et al.,, 2007; Takahashi et al., 2011;
Kimura et al., 2012).

HccnenoBanusi ycTOMYMBOCTH TPaHC(HOPMHUPOBAHHBIX KYJIBTYp PAcTeHUH K
aOMOTHYECKHM CTpeccaM IMOKa3alld, YTO CBEPXIKCIPECCHUS WHINBUAYATbHBIX TC€HOB
rol yBenuuuBaeT yCTOWYMBOCTh KJICTOK K JCHCTBHIO HM3KHX/BBICOKHX TEMIIEPATyp,
aproHoBoro Jja3epa u Beicokux koureHTparuii NaCl (Bulgakov et al., 2008b; 2012).
Huskuii ypoBeHb BHyTpukieTOYHbIX ADK, oOycrmoBineHHbIH dKcrpeccueit rolB wu
rolC, mpemoTBpainan OKHUCIUTEIbHBIC MOBPEXKICHUS, KOTOPBIC SBISIOTCS TJaBHBIM
¢dakTopoM KileTouHOUM THOenu npu adbuormdeckoMm ctpecce (Bulgakov et al., 2013).
Kpome Toro, B rolB-TpancOpMUPOBAHHBIX KJIETKAX JKCIPECCUSI TPAHCIeHA
npeaoTBpaiaia uHaykinuto anonrto3a (Gorpenchenko et al., 2012). Takum o6pasom,
NOJTYYCHHBIC JaHHBIC CBHJICTEIILCTBYIOT O Jyallu3Me JIEHCTBHS TeHOB rOl: ¢ omHOi
CTOPOHBI, TIOHWXKasi YPOBEHb BHYTPUKIECTOUHBIX ADK, oHM 0CIIa0isSI0OT UMMYHHUTET

pacTUTENBHOTO OpraHuM3ma, jumas ero 3((MEKTUBHONW CHUTHAIBHON CHCTEMBI; C
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JIPYyro — aKTUBUPYIOT 3all[UTHBIE MEXAHH3MbI, CIIOCOOCTBYIOIINE YBEIUYCHHIO
YCTOMYMBOCTH M aaNTallil PACTEHUI K HEOIarOMPHUITHBIM YCIOBHSIM.

CorjacHO COBPEMEHHBIM MPEJCTABJICHUSAM, XapaKTep MOIYJSAIUN YPOBHS
ADK renmamu rol cxoxk ¢ HecrmelnupUUHBIMA MEXaHU3MaMH I1aTOTCHe3a, 4To,
BEPOSATHO, 00BsICHsETCA npupoaoii ux mpoucxoxacuus (Bulgakov et al., 2013). B
3TOM Cllydae BaXKHYIO POJIb B OOCCHCUCHHHM PE3UCTCHTHOCTH PaCTUTEIBHOTO
OpraHu3Ma BBIMOJHSIOT MMATOTeH-00ycioBIeHHbIe Oenku (PR-0enku), KoTOphIe

aKTUBUPYIOTCS B Ipoliecce nmarorenesa (Stintzi et al., 1993).

1.3. Posb PR-0e/1k0B 1 aKTHUBHBIX (JOPM KHCJIOPOAA IIPU NATOreHe3e

Peanuzanus 3ammTHBIX (YHKIMI Ha MEPBBIX 3Tallax MaTOreHe3a B pacTEHUU
OCYILIECTBIISIETCS KOMIUIEKCHO W HOCUT CHCTEMHBIM Xapaktep. B pesynbrare
BOCIIPUSITUSl CUTHAJa W3BHE HAOMIOAaeTcss ObICTpass TpaH3UTOpHAs TeHEpalus
akTUBHBIX QopMm kuciopoga (ADPK) — OKHUCIUTENbHBIA B3PBIB — OJHA M3 CaMbIX
MEPBBIX HECTECHU(PUUSCKUX PEaKIMid, HEOOXOTUMBIX IJisi 3amycka OOJIBITMHCTBA
3alUTHBIX CUTHAIBHBIX myTed (Hammond-Kosack, Jones, 1996). Drot mporecc
COINPOBOXAAETCA AKTUBALMEH OHKCIPECCUU 3alllUTHBIX TE€HOB, BKIJIOYas TI'€HbI
dbepMeHTOB OMOCHHTE3a BTOPUYHBIX META0OOIUTOB C BBIPAXKEHHBIMH (DYHTHUITUIHBIMU
u OaktepunuaabiMu cBoiicTBamu (Ilonecckas, 2007). B oTBeT Ha araky mnaroreHa
TaK)K€ BKJIIOYAIOTCS PaHEE «MOJYABIINE» TEHBI, DKCIPECCHS KOTOPBIX CBs3aHA
UCKJTFOUUTENILHO ¢ HMH(EKIHed. DTH TeHbl KOAMPYIOT CHUHTEe3 (e NOVO maroreH-
OOyCIJIOBJIEHHBIX O€JKOB KaK B CaliTe MOPAKEHUS, TaK U B TKAHAX, YJAJICHHBIX OT
ucrounnka uadekuu (Bell et al., 1986; Somssich et al., 1986).

B 3aBucHMOCTH OT MX OMOXMMHUYECKHX U MOJEKYJSIpHBIX ocoOeHHocTel, PR-
Oenku mompaszaenstores Ha 17 cemeiicts (Sudisha et al., 2012). Onu peanusyror
pa3TUYHBIC MEXAHWU3MbI 3AIUTHI KJIETOK, HanOOJIee paHHUM W3 KOTOPBIX SBIISECTCS
ycwiienne oOpazoBanusi A®DK, ocoOeHHO cynepokcuapaavKaia U TEePEeKUCH
BOJIOpOJla — UX HAKOIUIEHWE B MECTE€ BHEAPEHUS IaToreHa MPOBOLUPYIOT THOenb

KJIETOK — TaK Ha3bIBACMBbIM eunepqyecmeumeﬂb%lﬁ omeem, TOraa Kak ux Murpanus B



20

3JIOpPOBBIC TKAHU CITOCOOCTBYET Pa3BUTHIO cHCTeMHOU ycroiunBocT (Alvarez et al.,
1998). BeposiTHO, 4TO B 00OMX CIy4asXx BEIYIIYIO POJb BBHIMOIHIET IMEPEKUCH
BOJIOpOJa, KOTOpas, B orauume oT Apyrux ¢opm ADK, oriamdgaercss BBICOKOU
CTaOMIIBHOCTRI0O W CcrOcoOHa nuddyHAUPOBATH HA 3HAYUTEIBHBIE PACCTOSHUS OT
mecta reaepanuu (Levine et al., 1994; Vanacker et al., 2000).

MpuoskectBeHnbie b ¢dekThl nepekucu Bogopoaa (H,O,) mpu nudunmrpoBanun
pacTeHU WM3BECTHBI U XOPOIIO M3YyYCHBI: OHA OKA3bIBACT MPSMYIO0 OAKTEPHUITHIHYIO
aKTUBHOCTh B caiTax mpoHukHOBeHus natoreHa (Peng, Kud, 1992), cmoco6cTByer
YKPEIUICHUIO KJICTOYHOM CTEHKH, a TaKXKe PEryaupyeT CHHTE3 (PUTOATCKCHHOB
(Lamb et al., 1989). Ilepekucr HCHOIB3yEeTCS IS OKUCIHTEIHLHOIO CIIUBAHUS
OoraThIx THIPOKCHUIPOIUHOM OenkoB kieTodnoi ctenku (Bradley et al., 1992) u
y4acTByeT B YCWJICHHH UX HEPACTBOPUMOCTH, YTO JENaeT IOJIMMEpPH OoJjiee
YCTOHYHMBBIMU K (pepMEHTaM MAaTOTEHOB M OTPaHUYMBACT IOCTYITHOCTh MUTATEIHHBIX
BertectB (Otte, Barz, 1996). CoBMECTHO C CAIMIIMIOBOM KUCIOTON MEPEKHCh MOXKET
WHULIMUPOBATh MpoLecChl MepekucHoro okuciaeHus aunuaoB (I10JI), yto cmyxut
CUTHAJIOM JUIS 3allyCKa 3allUTHBIX pEakiuid W pPa3BUTHS CHCTEMHOTO OTBETa B
310poBbIX TKaHsAx pactenus (Chen et al., 1993; Martinez et al., 2000). Kpome Toro, B
pe3ysbTare JAerpajaliu JUMUI0B 00pa3yroTcss (UTOTOPMOHBI, HAITPUMED, KACMOHAT
U MeTWhKacMoHaT, abcmu3oBas KuciaoTa, a Takke Oombmas rpymmna Cg- um Coo-
OKCHUJIMTIMHOB, KOTOPBHIE BBITIONHSIOT 3aIIUTHYIO U CUTHAIBHYIO (DYHKITMHM MPU aTake
natorena (Feussner, Wastonack, 2002). B pesynbraTe 3THX H3MEHEHHUH pacTEHHUE
BEDKMBAET W MPUOOPETAET CHUCTEMHYI0 YCTOMYMBOCTH K  TOCICTYIOIIEMY
WHOUIIMPOBAHUIO JaHHBIM TAaTOoreHoM. B TO ke Bpems, B3ammogeictBys ¢ NO,
MIEPEKUCh MOXET BBI3BIBATh 3alPOTPAMMHPOBAHHYIO THOEIh KIETOK (arornros),
orpannumuBas pacrpocrpanenne umHpeknuu (Wang et al., 2006; Lombardi et al.,
2010; Lin et al., 2012).

CymiecTByrOT 4eTbipe Mexanu3ma obpaszoBanusi H,O, mpu matorenese, Tpu u3
HUX PEAM3YIOTCS Ha YPOBHE MaTPHKCA KIIETOYHOW CTEHKH W BKJIIOYAIOT YYaCTHE
NIEPOKCHUIA3bI, MOJH(IM)aMIHOKCHIA3bl W OKcajaT OKCHIA3bl, OAWH — Ha YPOBHE

MOBEPXHOCTH IUIa3MaTH4YeCKo MeMOpaHbl U omnocpenoBan aeiictBuem HAJIDH-
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okcuaassl (YaumnueB wu np., 2011). M3 Bcex mnepeyuclieHHBIX (HepMEHTOB,
YYaCTBYIOIIMX B UHAYKIIMM CUCTEMHON YCTOWYMBOCTH, OOJIBIION UHTEPEC BBHI3BIBAIOT
NEPOKCHUIAa3bl, KOTOpPbIE BKJIKOYAIOT TPU Kiacca (PEPMEHTOB, OTIMYAIOUIMXCSA IO
bynkmusam u crpoenuro. K mepoxcumasam | kmacca oTHocATcs OakTepuaibHbIC
NEPOKCHUIA3bl, XJIOPOIUIACTHBIE M LHUTO30JbHBIE aCKOPOATIEPOKCHIA3bl BBICIINX
pacTeHMi M MHTOXOHJIpHaNbHbIe LUTOXpoM C mepokcupaasbl JIpoxoxked, ko II —
nepokcuaasbl rpuboB, a k Il kmaccy — cekpeTopHble pacTUTENbHBIE MEPOKCHUIA3HI,
KOTOpBbIE HENB3s OTHECTH K ackopOarmepokcumazam (Almagro et al., 2009).
[locnennuii knacc GepMEHTOB MPEACTABIECH IPYNIONA OEIKOB, KOTOPhIE OTHECEHBI K
maTOreH-CBsI3aHHBIM Oenkam ceMelictBa PR-9 W M3BECTHBI CBOMMH 3alllUTHBIMU

CBOMCTBaMH.

1.4. PacTuteabHble nepoxcuaassl I kiacca: cTpykTypHble H KaTaIuTHYECKHUE

0CO0CHHOCTH

Pacturensubie mepokcuaasbl Il xmacca (K® 1.11.1.7) oTHOCSTCS K Tpymme
IJIMKO3WJIMPOBAaHHBIX 0elKoB BecoM oT 28 1o 60 x/la, B cocTaBe KOTOPBIX UMEIOTCS
reM, TpeACTaBleHHbIN mnporonopdupuHom |X, nBa wWoHA Kajdblus W OJHA
nonunentuanas enb (Wang et al., 2015). Ilocnenusist Bxarodaet ot 203 mo 308
aMUHOKHUCIIOT ¥ (DOPMHUPYET KOMIAKTHYIO TPETUYHYIO CTPYKTYpPY B (hOpMe TIIO0YIIbI,
conepxaiieit 43% a-cnupanbHbiXx yuactkoB (Strickland, 1968), u npencraBieHHy 0
nBymsi joMmeHamu — OonbmuM U MaieiM (Welinder et al., 1985). 3a popmupoBanue
TPETUYHOW CTPYKTYpPHl OTBEYAIOT BOCEMb OCTATKOB IMCTEUHA, (OPMHUPYIOIIHEC
MeXIy coboit nucyabduansie cBa3u (Hiraga et al., 2001). B cocraBe dhepmenra tpu
KOHCEPBATHBHBIX JIOMEHA — LIEHTPAJIbHBIN JOMeH Hen3BecTHON (pynkuuu (Buffard et
al., 1990), kaTalIUTUYECKHI THCTaJIbHBIA W IMPOKCHMAIBHBIA TI'€M-CBS3bIBAIOIINE
nomennl (Hiraga et al., 2001). T'em HekOBaJeHTHO 3aKperieH B YIIyOJCHUH
TIOJIATICTITHTHOM TICTT MEXTy TOMEHAMH M YASPKHBACTCS TaM 3a CUET THAPOPOOHBIX
cBs3eit (Yraposa u np., 1978). B nmosumusax 40, 42 u 170 coaepxaTcsa Tpu OCTaTKa

IT'mCTUAWHA, HOCJ'ICJIHI/Iﬁ N3 KOTOPBIX ABJIACTCA MPOKCHMAJIBHBIM JIUTAHAO0M KCJIC3a U
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OTBEUAET 3a MPOYHOE CBsA3BbIBaHWE TeMa B akTBHOM IieHTpe (["azapsH u ap., 2006).
[Tomarator, uto His170 oOpaszyeT BOmOPOIHYIO CBsI3b C OCTaTKOM Asp247, 4To
YBEJIIMYUBAET €r0 OCHOBHOCTH, OOJIETYaeT CTaOWIM3AIMIO 3apsga B OKHCICHHBIX
dbopmax MmepoKCUAa3bl M MOJACPKUBACT aTOM Kejie3a ¢ KOOPAMHAITMOHHBIM YUCIIOM
5 (Gajhede et al., 1997). N-TepMuHaIbHBINA Y4aCTOK COACPIKUT CUTHAIBHBIA TEIITHI
JUIS TPAHCIIOPTa Yepe3 dHaoIIa3MaTndeckuii petukyaym (Cesarino et al., 2013), a B
C-TepMUHATHPHOM y4YacTKE MOXKET PacCIoJiaraThCs YIJIMHEHHUE, XapaKTEPHOE TOJIBKO
JUIS BaKyoJIsIpHbIX Tiepokcuaas (Hiraga et al., 2001).

YCcTaHOBIIEHUE KPUCTAJUIMYECKON CTPYKTYPHI Mepokcuaassl apaxuca (Schuller
et al., 1996), pekomOuHanTHOW mepokcumassl xpena (Gajhede et al.,, 1997),
nepokcunasbl sumens (Henriksen, et al., 1998) u nByx m3odopm depmenra us
apadbumonicuca (Nielsen et al.,, 2001) mo3BoNMHMIM TPEUIOKUTH MEXAHU3M,
ONKCHIBAIOIINM TE€TEPOJIMTUYECKOE pACIICIJICHUE TIEPEKUCH BOJOpOJa U €€
MOCJIETYIOIee BOCCTAHOBJICHHE MOJIEKYJON (PeHOoNpHOTO cyOcTpaTa. ['aBHyIO poJib
B 3TOM IIpoliecce urparT auctaibHbie ocTtaTku His42 u Arg38: His42 oTBewaer 3a
pacmermienne H,O,, a Arg38 yuacTByeT B CTaOMIM3alMM BOCCTAHOBJICHHBIX
COCIMHCHUN W B CBSI3bIBAHUU apOMATHYECKHUX CyOCTpaTOB, a TAK)KE UTPAET BAKHYIO
pOJIb B CBSI3bIBAHUU M OPUEHTHUPOBAHUH JTOHOPOB DJIEKTPOHOB B AKTMBHOM IIEHTpE
dbepmenta (Bhattacharyya et al. 1993). Kpome toro, His42 coeauneH BOAOPOIHBIMU
CBSI3SIMA C aMHHOKHMCIOTHBIMEH octatkaMu AsSn70 u Glu64, uro oOecrieunBaer
KaTaJIMTHYECKYI0 akTUBHOCTH pepmenTa (Nagano et al., 1995).

OcHoBHO#1 (pyHkimeit nepokcuaas Il kinacca siBasieTcss yyacTue B mpoueccax
reHepaliy 1 JeToKcu(uKauu akTUBHBIX GopM kucioponaa (Passardi et al., 2004). B
MPUCYTCTBUHM TIEPEKUCH BOJOPOJA TMEPOKCUA3Bl OKHCISIOT JJIEKTPOH-TOHOPHBIC
cyOCTpaThl, B TIEPBYIO OUYEPE/Ib, MOIUGEHOIBHONW CTPYKTYPHI, MPeoOpa3ys H3ITUIIKH
NEPEeKUCH B BOJAY, a TAaKXKe YJYacTBYIOT B YTWIHM3AIlMM aKTUBHBIX (opm a3zora
(Yonetani et al., 1972; Ascenzi et al., 1989). Oanako npu H30BITKE CyOCTpPaTOB,
o0JaaroNMX BBICOKMM  BOCCTAHABJIMBAIOIIMM  IMOTCHIIMAJIOM, TICPOKCHIA3hI
HAYMHAIOT TPOSBIIATH OKCHTE€HA3HYI0 aKTUBHOCTH, KaTanmm3upys reHepamuto H,0,

(Passardi et al., 2007). Kpome 5TOro H3BECTHO O CIIOCOOHOCTH TIEPOKCHIA3
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y4acTBOBaTh Kak B oOpa3oBanuu ruapokcmipaaukana (Chen, Schopfer, 1999), tak u
runponepokcuna (Francoz et al.,, 2014), 4To BO3MOXXHO Oyarogaps HAIMYHIO Y

dbepMeHTa HECKOJIBKUX pesokc-coctossHuit (I"azapsia u ap., 2006).

1.6. Pa3znoo6pa3ue ¢pynkunii nepoxcuaas Il kiaacca

B pacrenusx mepokcmmasel Il kmacca mpeacTaBieHBI  OOJBITUMU
MYJbTUTCHHBIMH ceMmericTBamu: 138 ¢opm renoB oOHapyxkeno y Oriza sativa, 73
dopmbl — y apabugoricuca (Arabidopsis thaliana), 181 — y sBkammnra (Eucalyptus
grandis) u 143 — y opaxunoauyma (Brachypodium distachyon) (Fawal et al., 2013).
Hanuune Oonbinoro kojmyecTBa H30(OpM, JBYX BO3MOMKHBIX KaTaTUTHUYECKUX
IIUKJIOB, a TaK)Ke IMMPOKWN CHEKTP IMOTEHIIMAIBHBIX CYOCTPAaTOB YKa3bIBAIOT Ha
y4acThe MePOKCHIa3 BO MHOTUX (DU3UOJIOTMUECKUX MPOIEeccax Ha MPOTSHKEHUU BCEH

YKU3HU PACTECHUM.

1.6.1. Ilepoxcuaa3spl |11 k1acca B ;KU3HEHHOM IIUKJIE pacTeHU

[Tepoxcuaasel, kak u apyrue PR-6enku, Bcerga npucyTCTBYIOT B PaCTCHUSX B
ONPENICICHHOM KOJMYECTBE M NPUHUMAIOT Yy4YacTUE BO MHOTHUX MPOLECCaXx,
CBSI3aHHBIX C POCTOM M pa3BUTHEM pactenus (Y auHies u ap., 2011). Yike Ha mepBbIX
CTaJAMsIX — MPU MPOPACTAHUU CEMSH — HAOJIIOIAETCS YBEJIMUYEHUE IKCIIPECCUU TEHOB
nepokcuaas. Tak, HampuMep, B MPOPACTAOIINX CEMEHAX TOMAaTa, KOr/a 3HJI0CIEPM
OCOOEHHO TMOJBEPKEH TMOPAXKEHUIO MAaTOreHaMHM, TIeHepalusi TUAPOKCHIIbHBIX
pagukanoB OH, ocymiecTBisemas MEepPOKCHIA3aMH, OCOOEHHO BasKHA JUIS €ro
3alMThl ¥ ToJIepkaHust xku3HecrmocooHocTr (Morohashi, 2002). Kpome Toro,
aAKKyMYJISIUS TUAPOKCHIIBHBIX PaIUKaiOB 00JIerdaeT pa3pblB CEMEHHON 000JI0YKU
npu npopactanuu cemenn (Passardi et al., 2004). ITepokcuaasbl CO30al0T TPaTUCHT
H,0,, uauuupys pacTsikeHue KIETOK U OTpaHMYMBAasi UX POCT MO JOCTHKEHHUIO
oIpe/ieIeHHBIX pa3MepoB B TKaHsx jucTheB (Abarca et al., 2001), kopueii (Joo et al.,

2001) u rumoxoteneit (Schopfer, 1994; Dunand et al., 2003). B nepuon pocta
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HaOJII01aeTCs ayKCHH-UHIyLIHpYyeMas reHepanus MIEPOKCH1a3aMHU
CYIEPOKCHApPaaKaaa, KOTOPBI BBI3bIBAET Pa3phIXJICHHE KICTOYHOM CTEHKH U
croco0cTBYIOT mporieccy pactsukenus (Passardi et al., 2004), torma kak ackopoar,
HAMpPOTHB, OKAa3bIBAeT WMHTHOUpYIOIee JCHCTBHE HAa AaKTHBHOCTh IIEPOKCHIA3
(Cordoba-Pedregosa et al., 1996). Ilepokcumasbl TakkKe HNPUHHMAIOT y4acTHE B
IpOIIECCe CO3PEBaHMs IUIOJOB — B 3TOT MEPUOJ AKTHBHOCTh 3THX (DEPMEHTOB
YBEIUYHUBAETCS U OHU PETYIUPYIOT HE TOJHKO IUIOTHOCTH KIECTOYHOH CTEHKH, HO H
okpacky mioga (Andrews et al., 2000). Ha Gosiee mO3MHHUX CTaausAX MKHU3HEHHOTO
IIMKJIa TEPOKCHIa3bl MOIYT Y4acTBOBaTh B TI€HEpAIMU CYMEPOKCHIPAIMKAIIOB,
KOTOPBIC IPOBOLIUPYIOT 3aIyCK CBOOOHOPAINKATBHBIX IPOIIECCOB,

acCOIMMPOBAHHBIX C MEpexoioM B ¢a3y crapenus (Abarca et al., 2001).

1.6.2. PoJb mepokcuaas npu crpeccax pa3jMyHoro Npoucxo:KaeHust

llepoxcuoazver  u  6uomuueckuit  cmpecc. llepokcuaasbpl — SBISIIOTCA
UHIYIHOETbHBIMU (DEpPMEHTAMU, pearupysi Ha camble pa3HOOOpa3HbIE BO3JEHCTBUS,
aM00 U3MEHSsI TPU 3TOM HA0Op CBOMX M30(EPMEHTOB, JIMOO MOBBIIIASI AKTUBHOCTD
YK€ MPUCYTCTBYIOMIMX MOJeKyIsipHbIX GopM. Hapsny ¢ HAJIOH-okcuaazamu, oHu
SBIISIIOTCA OJHUM M3 TJIaBHBIX MCTOYHMKOB A®DK mpu pa3sBUTHUM OKUCIMTEIHLHOTO
B3phIBa B KieTkax apadbumoncuca (Torres et al., 2002; O’Brien et al., 2012; Daudi et
al., 2012), kamrana (Castanea sativa) (Roach et al., 2010), mopkosu (Daucus carota)
(Wally, Punja, 2010) u npyrux (Blee et al., 2001; Ranieri et al., 2003; Li et al., 2010).
Wuokynsuuss pactenuii kamyctel (Lactuca sativa) maToreHoM mpuBOAMIA K
OBICTPOMY YBEITMUYECHUIO YPOBHS MEPEKUCH U aKTUBAIMEH anoIIacCTHBIX MEPOKCHUIA3,
B MecTe NMpoHuKHOBeHus maroreHa (Bestwick et al., 1998). Ananoruunsiii 3¢dexr
aKTHBAIIMKA TIEPOKCHIA3 HaOromanu npu uHuimMpoBanuu apyrux pactenuit (Yi,
Hwang, 1998; el-Turk et al., 1996).

Bonpimas yacth nepokcujia3 KJIE€TOYHON CTEHKM CBS3aHA C HEH MOHHBIMU WUITU
KOBaJICHTHBIMH CBSI3SMH, OJHAKO, HA MOBEPXHOCTU KJIETOK PACTEHUN MPUCYTCTBYIOT

MNEPOKCHUAA3bl, KOTOPLIC IIPU KOHTAKTC C IMATOrCHOM CIIOCOOHBI JIETKO OTACIATHCA U
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UPKYJIUPOBAaTh MO aroIUIacTy BCEro PpacTeHHs, 3alycKas pPeakiUud HMMYHHOTO
orBeta (MunubaeBa, I'opmon, 2003). ABTOpamMH YCTaHOBJIEHO, YTO WHAYKIIUS
OTCOCIMHEHUsI CIAa0O0CBSI3aHHBIX (OPM TIEPOKCHUIA3 TPOUCXOAUT B PE3YJIbTATE
KOHTaKTa THOJIOBBIX TPYNI U JKEJIE30COACPXKAIIMX KIacTepoB (EPMEHTOB C
MOJIEKYJIaMH CYTIEPOKCHIPAJIUKAIOB. AHAJOTUYHO, B MHOHUIIUPOBAHHBIX PACTCHHIX
puca (Oryza sativa) HaOiromanach akTUBAIMs OJHOM HM30(OPMBI TIEPOKCHIIA3BI B
KJIETKaX TMapeHXWMbl KCHJIEMBI, KOTOpas 3aTe€M CEKPETHpOBaJaCh B COCYIbl U
HaKalIMBaJach B TOPOBBIX MeMOpaHaX, TPEACTABISIONIUX MHIICHb TIpU
NIPOHMKHOBEHUM maroreHa BHyTpb pactenus (Hilaire et al., 2001). Takum oGpazom,
pacTeHus MOTYT pearupoBaTh Ha MPHUCYTCTBUE MATOTE€HA JTUOO W3MEHsSI aKTUBHOCTD
(depmenTa, 1100 BHICBOOOK 1asl NEPOKCHUA3bI U3 CBSI3aHHOTO COCTOSIHUS.

Jawumnas ponb OmMOeNbHbIX U30GOPM nepoKcuoas npu abUOmMuUyecKom
cmpecce. AKTUBAIMS TIEPOKCUAA3 SBJISETCS U3BECTHOW peakive Ha aOMOTHYECKU
crpecc (Park et al. 2003; Passardi et al., 2005). Bmaromapss meromam JIHK-
MUKPOUYUIIOB M TETEPOJOTUYHON OKCIPECCHH CTaj0 BO3MOXHBIM OMNPEIETUTh
cnenupuyeckne (QPyHKIIMH HEKOTOphIX H30hopM mepokcunas. Tak, 14 uzodopm
NEpPOKCHIa3, KaK MHUHUMYM, pEarupyrT Ha TMPUCYTCTBHE COJIEH METaioB, B
yactHocTH, amromuaus (Richards et al., 1998; Kumari et al., 2008), kagmus (Weber et
al., 2006; Kumari et al., 2008) u mbimbsika (Abercrombie et al., 2008). Ycranosneno,
yto AtPrx22 pearupyer Ha nedpunut docdopa (Kang et al., 2004), AtPrx28 u
AtPrx37 yuyacTByloT B 3ammre oT HacekoMmbIx u mapa3utoB (Tung et al., 2005; Vieira
Dos Santos et al., 2003), a AtPrx71 — B agantaiuu K TMIIOOCMOTHYECKUM YCIOBUSIM
(Rouet et al., 2006). Tpu wuzodopmsr — AtPrx21, AtPrx62, u AtPrx71 -
WHYyIIMPOBAJIUCH HE TOJILKO B OTBET Ha MpUcyTcTBUE rprbHoro maroreHa (Chassot et
al., 2007) u npu nopanenusax (Cheong et al., 2002), HO u Tpu APYruxX TUNAX
abmotmueckoro crpecca (Weber et al., 2006; Little et al., 2007; Mohr, Cahill, 2007,
Kumari et al.,, 2008), uyto cBuAeTeNbCTBYeT 00 HMX Y4YaCTHM B PEAKIHIX
Hecnenudpuaeckoro uMMyHnTeTa. Cpeian MepoKCcHaa3 TakkKe MOKHO OOHApYXHUTh

n30()OpMBI, YYBCTBUTENBbHBIC K OTAEIBHBIM CTPECCOBBIM (haKTopaMm, HampuMmep,
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AtPpx3 pearupyer Ha Hu3kue temmepartypsl (Llorente et al., 2002), a AtPrx33 u

AtPrx34 — na mpucyrcrsue natorena (Bindschedler et al., 2006).

1.6.3. JInrnnpuxanus u cydepusanus KJIeTOYHOI CTEHKHU

B npouecce nHAYKIINY PE3UCTEHTHOCTH YYaCTHE MEPOKCHIA3 ONPEEISIETCs He
TOJIbKO TeHepaluell BBICOKOTOKCHYHBIX MoJjekyn H,0,, HO u ycTaHoBIeHHEM
CTPYKTYpPHBIX OapbepoB B pe3yjibTaTe€ CTUMYJIALMU IPOLECCOB JUTHU(PUKALNUN U
cyOepu3anuu KJICTOYHOM 000T0UKH.

Jlurnndukauus, ocymectBiasieMas nepokcugazamu Il kmacca, wurpaer
Ype3BbIYAIHO B@XXKHYIO pOJIb B 3alUTE€ PACTUTENbHBIX TKaHEW OT NaTOreHOB
(Heitefuss, 2001). N3BecTHO, 4TO (hOpMHpPOBAHUE JINTHUHA BOKPYT MH(PEKIUOHHBIX
CTPYKTYp SIBJISIETCSI OJHUM M3 OCHOBHBIX MEXaHHU3MOB 3alUThl PACTEHUN Ha IyTH
MIPOHUKHOBEHUsI TpUOHBIX (utonarorenoB (Yaunies u aAp., 2011). B pactenusix
UMEIOTCsl OeJIKH, CIOCOOHBIE CHeIM(UUECKH CBA3BIBATHCA C XUTHHOM M TIIOKAaHOM
KJIETOYHOW CTEHKH (DUTOMATOr€HHBIX T'PUOOB, — JIEKTHHBI, XUTUHA3bl U TJIIOKaHA3bl
(JIaxTun, 1994). OnHako HEMOCPEACTBEHHO B MpOLEcCax JUTHU(PUKALUU 3TH OEIKU
HE y4YacTBYIOT, TOTJa KaK MEPOKCHAA3bl 00IaJal0T CIIOCOOHOCThIO KaTalu3upOBaTh
noJuMepu3alio (PEHONbHBIX COeIMHEHUH ¢ oOpa3oBaHueM JjurauHa (Kawano,
2003; Keren-Keiserman et al., 2004).

JIUTHUH SBISETCS OJHUM M3 TJIABHBIX KOMIIOHEHTOB BTOPHUYHOM KJIETOYHOU
CTEHKH M COCTOUT M3 TPEX OCHOBHBIX MOHOMEPOB apOMAaTHYECKOW MPHUPOMBI: H-
KyMapoBOTO,  KOHU(EPHIOBOTO W  CHHAllOBOTO  CHOUPTOB,  Ha3bIBAEMBIX
MOHOJHUTHOJNIAaMU. W MOCKOJIBKY (EHOJbHBIE COEAMHEHHS — OJIHA U3 OCHOBHBIX
MUIIEHEN JAEUCTBUS MEPOKCHIA3bl B KIIETOYHOU CTEHKE, 3TU (DEPMEHThI MPUHUMAIOT
caMoO€ aKTHBHOE yyacTHe B MX Merabommu3me. Tak, MyCKOBBIM MEXaHU3MOM s
WHUIIMAIMA OWOCHHTE3a JIMTHWHA CIYXUT 00pa3oBaHHWe NEpOKCHaa3zaMu (U/Wiv
JaKKa3aMH) MOJEKYJd TEpOKCHIa BOAOPOAa, TIOCIE€ Yero aKTHBHPYETCA
NEPOKCUIA3HBIN LUK 00pa3oBaHUs (PEHOKCHIIbHBIX PAJUKAJIOB U UX OKHUCICHHS C

oOpazoBanueMm mnoysuMmepoB jurHuHa (Poroxun, 2004). Bmecte ¢ KiIeT4aTKOMH,
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BOCKOOOpa3HBIMU BEIIECTBAMH U IIEPUHOM, OH (HOPMHUPYET MEXaHHUECKHIl Oaphep,
KOTOPBI HE TOJIbKO OTPAaHWYHMBAET BOJHBI OOMEH W TIOCTYIUICHHE MUTATEIhHBIX
BEIICCTB B 30HY NMPOHHWKHOBEHHUS TMATOTCHHBIX MHUKPOOPTaHU3MOB, HO W 3aIUIIACT
pacTeHHUE B YCJIOBHSX W30BITOYHOTO MCHAPCHHS, HHU3KAX TEMIEpaTyp U TIpH
MexaHndeckux nospexaeHusx (Moura et al., 2010).

CybOepuH OTKJIabIBACTCS B TIEPUACPME U MEXKTY CTCHKAMHU KIIETOK SHTOJACPMBI
B BHJIC BOCKOBBIX YTOJIIIEHUI — Tak Ha3pIBaeMbIX Kacmapossix mosoc (Francoz et al.,
2014). CyOepwuzarus momoraetr n30exarh W30BITOYHOW MOTEPH BIIATH B YCIIOBHUSX
3aCyXM, a KpOME TOrO, SBIIACTCS BaKHBIM pEIAPATUBHBIM MEXAaHU3MOM TIPH
nopanenusix (Borchert, 1978; Kolattukudy, 1980). CyGepun oTHOCHUTCS K CIOXKHBIM
MOJIUMEpPaM  HEPETYJIIPHOTO CTPOCHMs, M KpPOME apOMaTHYECKUX JIIEMEHTOB
COZICPKUT  KUPHOKHUCIIOTHBIE W WHOTAA TJHMICPUH. APOMATHUYECKHA KOMITOHCHT
cyOepuHa 0TYAaCTU HAIIOMUHAET JIMTHUH, HO TTOMHUMO MOHOJIMTHOJIOB, B HETO MOTYT
BXOJIUTh OKCHKOPUYHBIE KUCIIOTHI U UX MTPOU3BOJIHBIC, HATIPUMED, (PepyTOMITHPAMIH
(Bernards et al., 2004). I'maBHas poiab B OuHOCHMHTE3e CcyOepHMHa OTBElICHA
Tpancdhepazam (Bernards, Lewis, 1998), onHako, HEKOTOpblE aHUOHHBIC
MEPOKCUAA3bl TAKKE YYACTBYIOT B COOpKE apOMAaTHYECKHX KOMITOHEHTOB IOJI00HO
TOMY, KaK 9TO MPOUCXOJUT MPU OMOCHUHTE3E JIMTHWHA, TOJILKO C MCIOJIb30BAHUEM
napyrux cyocrtparoB (Bernards et al., 1999; Keren-Keiserman et al., 2004; Arrieta-
Baez, Stark, 2006). B nonp3y y4acTust mepokcuaas B mporeccax cyoepu3aliu TakKe
CBHJICTENILCTBYIOT MMMYyHOIuTOXuMudeckue (Espelie et al., 1986) u 6noxumudeckue
(Bernards et al., 1999) nannbie 00 MX JIOKATU3AIUH.

B mporiecce MHAYKITMU PE3UCTEHTHOCTH TTEPOKCH/Ia3bl BBITOTHSIOT TICIIBIN PsIIT
COIMYTCTBYIONUX (YHKIMA TIO0 YKPEIUICHHUIO KJIETOYHOM CTEHKU: OCYIIECTBIISIIOT
CIIIMBaHHUE CTPYKTYpPHBIX OelkoB skcTeHcHHOB (Jackson et al., 2001), numepu3aiiuio
depymoroii kuciotel (Schweikert et al., 2000; Fry, 2004) u THPO3UHOBBIX OCTaTKOB
oenxoBbix Mousekyn (Chen et al., 2002), a Ttakke KaTaau3upyrOT 0Opa3oBaHHE
CIIMBOK MEXAY Pa3IuYHBIMU MOJMMEpaMHu (ITOMcaxapuaamMu, OeTKaMu, JTUTHUHOM,

CcyOepruHOM), cofiepKaiuMu (peHoIbHbIe KoMoHeHTHI (Y auHIeB u ap., 2011).
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1.6.4. Perynsiuusi kaTa00J1M3Ma ayKCUHOB

[lepokcuaazaM, Kak  OKHCIMTEIbHO-BOCCTAHOBUTEIBHBIM  (hepMEHTaM,
MPUHAICKUT BAXKHAS POJIH B PETYISIIIUU COJIEP KAHUS YHIOTCHHBIX (DU3HOJTOTHIECKU
aKTUBHBIX BEILIECTB, B YACTHOCTHU, ayKCUHOB U (eHONbHBIX coenuHenuit (I1lykanoB u
ap., 2012). HecMmoTpss Ha TO, 4TO O CIIOCOOHOCTH TEPOKCHJA3 KaTalu3UpPOBaTh
OKHCIICHHE ayKCWUHOB IN Vitro m3ectHo naBHo (Gaspar et al., 1982; Beffa et al.,
1990), cyiiecTBOBaHHE B3aUMOCBSI3M MEXIy MEPOKCHAAa3aMU M ayKCHMHAMHU IN VIVO
JoJiroe BpeMs mojBepraioch comHenusM (Lagrimini et al., 1992; Kerk et al., 2000).
Tem ©He MeHee, B mTOCJeIHHWE TOABl OBUIM TOJYYEHBI JAaHHBIC, TO3BOJISIOIINE
YTBEPXKJIaTh, YTO AyKCHUHBI CIIOCOOHBI CHJIBHO W Pa3HOHAINpPABIECHO BJIUITH Ha
aKTUBHOCTH Pa3HBIX HM30(OpM MEpOKCHIa3. B 9acTHOCTH, YCTaHOBICHO BIHSHHE
aHUOHHOM anoriacTHo u3ohopmbl nepokcuiazpl kabauka CpPrx01 Ha sHAOrEeHHBIM
ypoBenb unnonmtykcycunoi kuciaotsl (MYK) (Cosio et al., 2009). Ceepxakcnpeccust
ITOTO T'eHa B TPAaHCTeHHBIX pacteHusx A. thaliana mpuBommia x 3HaYUTETHHOMY
YMEHBIIIEHUIO YpOBHS BHyTpuKieTouHOM WMYK, Torma kak aHTHCMBICIOBaS
cylnpeccus reHa BbI3bIBasia oOpaTHbiid 3pdext. Kpome TOro, cBepxskcmnpeccus reHa
COIIPOBOXK/AJIaCh YBEJIMYEHUEM conepkaHuss KoHbtorara MYK wu acmaprarta —
M3BECTHOTO MpOAyKTa pacmana aykcuHoB (Woodward, Bartel, 2005). Oxucnenue
ayKCHHOB TMEPOKCHUIa3aMH CIIOCOOCTBYET IeHepalud CBOOOTHBIX PaIUKaloB, M, KaK
CJIEJICTBHE, aKTUBAIIMK TIEPEKUCHOTO OKUCIICHUS JIMMUIOB. B ceMeHax 3Tu mporecchl
COTPOBOXKIAIOTCS  BO3PACTaHWEM JbIXaHUS, TIOBBIINICHHEM OOIIEro  ypOBHS
MeTabonu3Ma 1 npopactanueM (Auapeesa, 1988; Poroxun, 2004).

B TO ’xe BpeMss uMEITCS W TMPOTHUBOIOJIOXKHBIC JaHHBICE O PETYISAIUU
nepokcunas aykcuHamu (Gutiérrez et al.,, 2009). B wacTHOCTH, H3BECTHO O
cnocoonoctn MYK ™MomynupoBaTh aKTHMBHOCTh TIEPOKCHIA3, YYACTBYIOIIUX B
nurHudukanmu - kKiaetok kcuwirembsl (Ros  Barcelo, Munoz, 1992). O6pabotka
ayKCUHAMHW B HU3KUX KOHIICHTPAIUSAX NPHBOJUT K YBEIUYCHHIO aKTUBHOCTH
IEPOKCHIA3 B KIIETKAaX THIIOKOTEs JronuHa u apadbmmorcuca (Ferrer et al., 1991;

Cosio et al., 2009). HenaBuo ycranosiena crocodHocth MYK B dusnomornyeckoi
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KoHIeHTpanuu | MkM aktuBupoBath ¢epment in Vivo (IloxsanoB u mp., 2010).

OnHako aKkTHBAIMs TEPOKCUIA3 ayKCHHAMH, BEPOSTHO, HOCHUT J1030-3aBUCUMBIN
Xapakrep, MOCKOJIBKY B IKCIIEPUMEHTAX C no0aBJICHHEM 2,4-
TUXJI0p(HEHOKCUYKCYCHOM KHUCIOTHl (2,4-J]) >dexT cHumancs ¢ yBeIUYCHHEM
KOHIICHTpaIuu (UTOrOPMOHA M MPUBOAWI K yMeHbIneHHto ypoBHs MPHK APRX
(Cosio et al., 2009). AnanornuHo, MPUCYTCTBHE BBICOKHUX KOHIICHTPAIMH ayKCHHOB
NVYK, 2,4-J1 u Hadtun-o-ykcycHoit kuciotel (AHY) mpuBoamio k moAaBieHHUIO
OMoCHMHTE3a W CHIDKCHHIO (PEPMEHTATUBHOM AaKTHMBHOCTH pa3HBIX (pakiuit
NePOKCHIa3 B KJICTOYHBIX KynbTypax enu (Picea abies) (Mensen et al., 1998). bonee
TOTO, B MPUCYTCTBUHM ayKCHHOB OTCYTCTBOBAaJla MaTOTECH-MHAYIUpYyeMasi aKTHBAIIHS
NEPOKCHUIA3 KJIETOYHOM CTEHKHM, YTO BBI3bIBAIO OCIAa0JIeHHME HUMMYHUTETa U
CII0COOCTBOBAJIO MH(UIIMPOBAHUIO pacTUTENbHBIX KieTok (Mensen et al., 1998). B
[0JIb3Y 3TUX JaHHBIX TAKXK€ CBHUJIETEIbCTBYET HAJU4YME B MPOMOTOPHOM 00JacTH
APRX CIS-2JIEMECHTOB, COJIeprKaInX YyBCTBHUTEJbHBIC K ayKCHUHam
nocienosarenprocTu (Cosio et al., 2009). Anamoru4Ho, B MPOMOTOPHOH 00JaCTH
reHa AtPrx52 HaxomsTcsi calThl CBSI3bIBAHMS TPAHCKPHUIIIIMOHHBIX (hAaKTOPOB,
aKTUBUPYEMBIX (PUTOrOpMOHAMHU, a Tak)K€ YCTAHOBJICHO, YTO AayKCHHBI MOTYT

HanpsMmyro aktuBupoBath AtPrx52 (Herrero et al., 2014).

1.6.5. YuacTne B OMOCHHTe3€e BTOPUYHBIX META00JIUTOB

[lepokcuaazpl NPUHMMAKOT ydacTUe B OHUOCHMHTE3€e (PUTOAJEKCHUHOB —
COCMHEHUN, OOJaJalIMNX AHTUMUKPOOHBIMU  W/WJIM  MPOTUBOTPUOKOBBHIMU
cBoiictBamu. [loka3zaHo, YTO TMEPOKCHUIA3Bl KATAIM3UPYIOT PEAKIMU OWOCHMHTE3a
crunbOeHoB y BuHorpana (Vitis vinifera) (Ros Barcelo, Pomar, 2002); dbeHOIBHBIX
¢dutoanekcuHoB — y oBca (Avena sativa) (Okazaki et al., 2007); n3oh1aBoHOUIOB — Y
morepubl  (Medicago truncatula) (Farag et al., 2008). Ilepokcumasbl Takxke
KaTaIM3UPYIOT TPOIECChl 00pa30BaHUs BTOPUYHBIX META0OJMTOB, OOJAJAIOIINX
(bapMakoJIOTHYECKUMUA CBOWMCTBAMH, TpPH 3TOM (GYHKIUS OSTUX COCIUHEHUH B

pacTUTENbHOM  KJIETKE JIOCTOBEpPHO Heus3BecTHa. Hampumep, mnepokcupasza
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katapantyca (Catharanthus roseus) karamu3upyeT IUMEpHU3alUI0 KaTapaHTUHA U
BUHJOJMHA C OOpa30BaHHMEM aHTHIPOBHHOJIACTHHA — OCHOBHOTO aJKaJIOMaa
pactenus (Costa et al., 2008). [Tpu iMMoOHIM3aNKMK KIIETOK IpoToriacToB C. roseus
B arapo3HOM rejie TaKkKe HaOII0Aanu CTUMYJISIIIUIO CHHTE3a MHIO0IbHBIX alKaJIOUu/I0B,
COIMPOBOXTAMOIIYIOCS POCTOM aKTUBHOCTH TEPOKCHAA3bl W  O-TalaKTO3WIA3bI,
KOTOpbIE aKKYMYJIMPOBAIIMCh B pacTyliel kietounoi crenke (Mera et al., 2003).

B 1O Xe Bpems, BBHUIY WCHOJB30BAaHUS TMEPOKCHUIA3aMU (PEHOIBHBIX
COCIMHEHHI B KadecTBe CyOCTpaToB, MEXKIYy yYPOBHEM aKTHBHOCTH (PEPMEHTOB U
COJEp>)KaHUEM BTOPHYHBIX METa0OIMTOB MOXKET HaOIIOAaThCsl OTpHUIATENIbHAS
koppesiius (Savio et al., 2012). Hanpumep, uzodepment RSPrx1, BeyiencHHbIH 13
kopHeit penpku (Raphanus sativus longipinnatus), wucmosib3yeT aHTOIMAHBI B
KayecTBe CcyOCTpaTOB, M3MEHsS IPU 3TOM OKpackKy TkaHeh pactenus (Wang et al.,
2004). AmnanornvHo, menovHas mnepokcumaza BCPrx01 xartanmsupyer pacnan

AHTOIIMAHOB B I[BeTKaxX OpyH(penbcun uvamesuaHou (Brunfelsia calycina) (Zipor et
al., 2015).

HecmoTpss Ha TO, uTO (QyHKUMH M CyOCTpaTHas cHequ(UYHOCTH MHOTUX
n30(OpM MEPOKCHIA3 10 CUX MOP HEM3BECTHBI, HYKJICOTUIHBIE MTOCIEA0BATEILHOCTH
ICHOB M aMHMHOKHCJIOTHBIC TOcCIeoBaTelibHOCTH OenkoB mepokcuaas Il kimacca
MMEIOT OY€Hb HU3KYI0 TOMOJIOTUIO MEXOYy COOOM, a Mo KOJUYECTBY U30(EepPMEHTOB
OHM IIPEBOCXOAAT BCE APYTHE NMEPOKCUAA3bl KaK pPaCTUTEIBHOIO, TaK U KUBOTHOI'O
npoucxoxaenus (Hiraga et al., 2001). Ioseusercss Bce OOJbIle CBEICHHHA O
(GYHKUMSIX KOHKPETHBIX U30(OpM, XOTS OOJBIIMHCTBO U3 HUX /10 CHX TOp SIBJISIOTCS
HE  OXAapaKkTepHU30BaHHBIMM W  TPYAHO  NOAJAKOTCS  HM3YYEHUIO  BBUIY
MHO>KECTBEHHOCTH H30()OPM, KOTOPBIE OKa3bIBAIOT KOMIIEHCATOPHOE JIEWCTBHUE B
MYTaHTaX, a TAKIKE CIIOCOOHBI OKHCISTH OOJBIIOE KOJMUYSCTBO COCTUHEHUI IN Vitro,
TOTJIa KaK MaJI0 U3BECTHO 00 HCIOJIb3YeMbIX UMHU CyOCTpaTtax B YCIOBHSX IN VIVO
(Cosio et al., 2009).

B nmocnegnue roasl OTMEYEH BO3POCUIMI MHTEPEC K M3YUYEHHMIO NEPOKCHAA3,

qTo O6YC.HOBJ'ICHO HC TOJIBKO ITOABJICHHUEM HOBBIX aHAJIUTHYCCKHNX MCTOJ0B, HO TaK¥KEC



31

UCIOJIb30BaHUEM OTUX (EPMEHTOB B OHMOTEXHOJOTHYECKOM TMPOHM3BOJACTBE,
HanpUMep, B TMarHOCTUYECKUX U OMOAHAIMTUYECKUX IIEJISAX, YTO CTAJI0 BO3MOXKHBIM
Onmarogapst X HEOOBIYHBIM KaTAIMTHYECKUM U XuMHuueckuM cBoiictBam (Ngo, 2010).
B cBs3u ¢ 3THM, B HacTofllee BpeMs AKTUBHO BENETCA TOUCK METOJOB IO
MOJyYEHUIO CYINEPIPOAYIICHTOB W PEKOMOMHAHTHBIX MOJEKYJT TIEPOKCHAa3 C
3aJaHHBIMA CBOMCTBaMH, 4YTO SIBIISIETCS AaKTyaJbHBIM HAIPaBIICHUEM BBUIY
UCTIIONB30BAaHUSI  ATUX  (PEPMEHTOB B  CaMbIX  pa3HOOOPa3HBIX  OTPACIIX

IMIPOMBINIJIICHHOTO ITPOU3BOACTBA.

1.7. ObJacTH NPAKTHYECKOT0 NPUMeHeHus1 (epMEHTOB NMEPOKCHUIA3

1.7.1. CriocoObI N0JIy4YeHHUsI PAaCTUTEIbHBIX EPOKCUIA3

[lepokcunaza — oauH M3 HauOosiee  BOCTPEOOBAHHBIX  (DEPMEHTOB
ounorexnonornu. KimaccnyeckuM METOAOM TONYYECHHsS] TEPOKCHIA3 SIBISETCA HX
BBIJICIICHHE M3 KOpHEH pacTeHWs, Hampumep, XxpeHa (Armoracia rusticana) c
nocieayromei ouncTko MmerogoM addunanoit xpomarorpadpuu (Tams et al., 1995).
OCHOBHBIM MPEUMYIIECTBOM 3TOr0 CIocoda SIBISIETCS MPUPOIHOE MPOUCXOKACHUE
depMeHTa, OAHAKO, HEAOCTATKAMHU SBISIOTCS MPOAODKUTENLHOCTh Ipolecca
KyJIbTUBUPOBaHMSI W Hu3Kas mpoxyktuBHOCTh — 0.1 mr/r xopueit (Lavery et al.,
2010), cpaBHHMTEIBHO HHU3Kas YMCTOTA MOJYYCHHOTO Mperapara, pa3Hbli YpOBCHb
TJIMKO3WJIMPOBAHUS M HEOTHOPOJHOCTh M3odepMeHTHOro coctaBa (Brattain et al.,
1976). Kpome Toro, mporeaypa OYHCTKH COIPOBOXIACTCS YaCTHYHOM YTpaToi
CIIOCOOHOCTH K CBSI3BIBAHHMIO, a KCIIOJIB3YEMbIe TPU OTOM CMOJBI SBISIFOTCS
noporocrosmumu (Miranda et al., 1998).

AJPTEpHATUBHBIM HCTOYHUKOM PACTUTEIBHBIX IEPOKCHIa3 MOTYT OBIThH
MUKpPOOPraHU3MBbI, 3KCIIPECCUPYIOLINE COOTBETCTBYOMMKE reHbl. Tak, B 1990 rony B
kiaerkax ~ Escherichia  coli  BmepBeie  Obula  TOJy4YeHAa  HEaKTUBHAs
HETJIMKO3WIMpoBaHHas (opma rmepokcunasbel xpena ClA, kotopas B MPUCYTCTBHU

MOHOB KaJblUsl ToJABepraizach peQoiauHTy C NpHOOpeTeHHeM (epMEHTaTUBHOM
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aktuBHocTH (Smith et al., 1990). Merton ornmyancs HU3KOW 3(P(EKTUBHOCTHIO —
Bcero 3% ycCHemHo aKTUBUPOBAHHBIX MEPOKCHIA3 OT OOIIero KOJIWYECTBa, HO
NOCJIEeAyIONMe MOAU(PUKALKUKA TO3BOJWIM  YBEIUYUTh KOJUYECTBO AKTHUBHBIX
nepokcunas a0 72% (Bade et al., 2012). Hapsny ¢ Gakrepusmu, aposxoku (Pichia
pastoris) mpeacTaBisIFOT BBICOKOA(M(GEKTUBHYIO M HEJOPOTOCTOSIIYI0 CUCTEMY JUIS
MPOU3BOJCTBA TEPOKCUIA3 B IPOMBIIUICHHBIX MaciTabaXx, HO CKIOHHBI K
TUMNEPIIIMKO3UIUPOBAHNIO OENIKOB, YTO HEraTHMBHO BJHSIET Ha 3(PPEKTUBHOCTD
BbIIencHUS 1 ouncTku pepmenTos (Morawski et al., 2000; Spadiut et al., 2012).

Kpome wmukpoopranm3MoB, B KayecTBe «(paOpuk» IO MPOU3BOJCTBY
IIEPOKCHUIa3 MOTYT BBICTYIIaTh KYJIBTYpPbl KJIETOK MiekonuTarommx. Tak, k/IHK
MEepPOKCUAa3bl XpeHa SKCIPECCUPOBATIM B KJIETKAaX KapIUHOMBI 4YenoBeka 124 u
NepOKCHIa3Has aKTUBHOCTh KJIETOK yBenuumBasiack B 60 pa3 (Greco et al., 2000).
be3ycioBHBIM IpPEUMYILIECTBOM METOJA SIBJSETCS NMPOAYLHMPOBAHUE (PEPMEHTOB C
NaTTEPHOM TJIMKO3MIMPOBAHMS CX0XKETO C TAKOBBIM y MIEPOKCUIA3 YEJIOBEKA, OJHAKO
npoayKUKs (PEpMEHTOB MPHU 3TOM COCTaBsIa Becero 18+1 nr/MKr TotaabHOro Oenka.
CtouT OTMETUTh, YTO HHU3Kas TNPOAYKTUBHOCTh — OJIMH W3 TJABHBIX
OTpaHUYUBAIONINX (AKTOPOB HCIIOIB30BAHUS PEKOMOWHAHTHBIX CHCTEM, Cpeau
KOTOPbIX Hambosee 3h(eKTUBHOM sABIsIETCA KylbTypa apoxokeit P. pastoris — ¢ ee
MOMOIIIBIO BO3MOXHO mofryueHue okoiio 50 mr nepokcuaazsl C1A B pacuere Ha JIUTP
cpensl 3a 60 u pepmenTaruu (Zalai et al., 2012).

[lepokcuaza xpeHa sBiIsS€TCS OOHUM M3 HaumOoJee IIHMPOKO HCIOJIb3YEeMbIX
(epMEHTOB B TMAarHOCTUYECKUX U OMOAHATUTHUECKUX IENSIX, OJHAKO B OTACIBHBIX
CllydasgXx WX HCIOJBb30BaHHE MOXKET OBITh OTPaHMYEHO BBHIY HEAOCTATOYHOU
CTaOMJIBHOCTH WUJTM OTCYTCTBHSI aKTUBHOCTH B OINpPEEICHHBIX auanazoHax pH. Dto
00yCIIOBHIJIO TOMCK TEpOKCHAa3 W3 apyrux uctounukoB (Agostini et al., 2002;
Sakharov et al., 2003) u co3maHne pPEKOMOMHAHTHBIX MOJIEKYJ (epMeHTa ¢
W3MCHCHHBIMH  CBOMCTBaMHM. METOIOM  TE€HETHYECKOW  WHXKEHEepUu  OblIa
CKOHCTPYHpOBaHa PEKOMOWHAHTHAs MOJIEKyJia MEePOKCHIa3bl XpeHa, B KOTOPOW J1Ba
caiita rmuko3mwinpoBanus — Asnl3 u Asn268 — Obui 3aMeHEHBI HA AMUHOKHUCIIOTHBIE

ocraTku acnapruHoBoit kuciaotel (Asp) (Asad et al., 2011). Jlawuble MyTarmu
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HOBJIMSJIM HA YPOBEHb MPOJYKIIUH MEPOKCHUIA3bI, a TAKKE MPHUBEIH K U3MCHEHHIO
KaTAJIUTUYCCKUX KOHCTAHT, YBEIIMUYEHUIO cTeneHn cpojctBa kK H,O;, u ycToitunBocTH
K BeIcOKuM TeMmieparypam (Asad et al., 2011). Takke moyrydeHbl MyTaHTHBIE (POPMBI
nepokcuaasbl Tabaka — BBeieHne MyTarnuu Glul41Phe mo3Bomiio yBEIMYUTh BBIXO
peakTuBanuu ¢ 7 10 30%, a GepMEHT OTJIMYAJICS MOBBIIICHHONW YyBCTBHTEIBHOCTHIO
u 061 aktuBeH mpu pH 1.8 (Castillo et al., 2006). KpoMe paccMOTpeHHBIX PUMEPOB
MyTarcHes3a, H3BECTHBl XUMHUYCCKHE MOAMMDUKAIMKA TPOCTCTUICCKAX TPYII H
OCJKOBBIX TPYHIl MOHO- W OH(PYHKIMOHAJIHHBIMH pPEarcHTaMH, BIUSIONIAE Ha
aKTUBHOCTH U CyOCTpaTHYIO crieruduanocts pepmenta (Zakharova et al., 2011). Ha
OCHOBE MYTAHTHBIX TEPOKCHIA3 XPEHA TAKKE CO3/AI0T KOMIUICKCHI (PEPMEHTOB C
AHTUTEIAaMH W OCJIKOBBIMH  aHTHUICHAMH C  [EJIbI0  HCIOJB30BaHHUS B
ummyHodepmentHom ananmse (Lindbladh et al., 1993). Takue pekomOWHaHTHEIC
KOHBIOTAaThl O0JIAZAl0T PSIOM MPEUMYIIECTB 10 CPaBHCHHIO C XHMHYECKH
NOJYYCHHBIMH, TaK KaK OHM TOMOTCHHBI 10 COCTaBy, MMEIOT 1:1 CTeXHOMETpHio,
BOCIIPOM3BOJMMBI M TOJIHOCTHIO COXPAHSIOT Kak (EePMEHTATUBHYIO, TaK W
UMMYHOJIOTHUECKYI0 akTUBHOCTH (Egorov et al., 2013). AkryanbHOW TeMO# Takxke
SBJISICTCSL CO3/[aHMe Oe3peareHTHBIX OMOCEHCOPOB TPETHETO MOKOJICHUS HA OCHOBE

pPEKOMOMHAHTHBIX TIepokcuaa3 (3axaposa u ap., 2011).

1.7.2. Ucnosib30BaHUE NMEPOKCUIA3 B UMMYHO(EePMEHTHOM aHaIu3e

B otnnume oT Apyrux BhICOKOCTEHM(PUUHBIX Nepokcuaas, npeactasutenu I
KJlacca CIOCOOHBI KaTaJIU3UPOBATH OKUCIEHHE IIMPOKOIO CIEKTpa XPOMOTEHHBIX
CyOCTpaToB OT MajbIX MOJIEKYN 10 OenkoBbIXx Makpomosekyn (Hiraga et al., 2001).
DTO CBOMCTBO, a TAK)KE BBHICOKAsl YyBCTBUTEIILHOCTb, MO3BOJISIOT UCIIOIb30BATh UX B
pa3IMyYHBIX CHCTEMax OOHapyKE€HHS M MOHUTOPUHIA MEIUIIMHCKOTO Ha3HAa4YeHHUS,
OTKpBIBas MyTh K IIMPOKOMY CHEKTPY aHAIUTUYECKUX METOJIOB.

KoBasieHTHbIE KOHBIOTaThl O€NKOB, AaHTUTEN W JPYIMX MOJEKYd C
NEPOKCHUIA30i1 XpeHa 00JadaroT JIOJITOBPEMEHHOW CTAOMIBHOCTBIO M MpeasararoT

IIUPOKUIM CIIEKTP YCUJIMTENIbHBIX BO3MOXKHOCTEW, MPEACTaBIIsIsl COOOM MOJIE3HBIN U
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YHUBEPCATBHBIA MHCTPYMEHT JIJISI CBEPXUYBCTBUTEIHLHOTO OOHAPYKEHUS B UMMYHO-,
TUCTO- M I[HUTOXUMHUYECKUX TMpUiIoKeHusx. [lepokcumaspl cCiy’)kaT B KadecTBE
(GbepMEHTHBIX METOK JUIsl JETEKIIMH M KOJMYECTBEHHOI'O OIpEACNICHUs] aHTUTCHOB U
AHTUTENI B CaMbIX Pa3IMYHBIX BUJAX TUArHOCTHUKH, BKIIOYAs UMMYHO(PEPMEHTHBIN
TBepao(Da3HbIN aHaju3 (ELISA), BECTEPH-OJIOTTUHT u
UMMYHOIIUTO(TUCTO)XUMUYECKUE PEaKIMH IO  YCTAHOBJICHUIO  JIOKaJIU3alluu
aHTHreHoB. MerogoM uMMyHOMepmeHTHOTO aHanm3a (MDA) ¢ MedeHHBIMH
MEPOKCUAA30i aHTUTENAMH HU3MEPSIIOT YpPOBEHb (haKTOpa HEKpO3a OIyXOJIU-0.
(Berkova et al., 1996), Bupyc renatuta E (Zhuang et al., 2001), a Take TOKCHHBI
pasnmuHoro mpoucxoxacHus (Barna-Vetro et al.,, 1996; Kawamura et al., 1989;
Kawatsu et al., 2002). AHajJoruyHbIM 00pa30M IMEPOKCHAA3bl HCIIOJIB3YIOT TPH
uacHTH(GUKaIMK OCITKOB ¢ TTOMOIIbI0 BecTepH-OMoTTHHTa (Kumada et al., 2002), B
OMO- M XEMUJIOMUHHUCIICHTHOM HWMMYHO(GEPMEHTHOM aHaliu3e JUIsl OIpe/esieHus
MeTabOJUTOB, HAXOAALIMXCSA B MpoOe B MHHOPHBIX KoHIeHTpanusx (Kuroda et al.,
2001; Yavo et al., 2001; Roda et al., 2002). Hcnonp3oBanue ¢pepMeHTa B Ka4eCTBE
METKH HE YCTyNaeT MO YYBCTBUTEIBHOCTU PAJIMOAKTHBHOM, HO SBISETCS OoJee
0e30macHO#, dKOJOTHYHOW M JICNIeBOM anbrepHaTUBOW mocienaner (Azevedo et al.,
2003). Kpome Toro, mepokcuaasHble KOHBIOTATHl OoJjiee CTaOWIBHBI M 00JIaIaroT
0oJee MTUTEIBHBIM CPOKOM KH3HHU.

[IIupoko HWCMONB3YIOT MEPOKCUAA3bl IS OMOXMMHUYECKOTO aHaln3a KPOBH.
Hampumep, (epMeHTHBIE METOI Ha OCHOBE WHIWBUAYATbHOM HWMMOOWIM3AIIUN
(EepMEHTOB XOJIECTEPONIOKCHUIA3bI, XOJECTEPUHACTEpa3bl U TEPOKCUAA3bl IS
OTIPEJICIICHUS] yPOBHS XOJIECTEPUHA B KpPOBH IIO3BOJIUJ BJIBOE€ CHU3UTH IIOPOT
NeTeKInu, ObUT Ooyiee CTaOWIBHBIM UM JOCTYIHBIM TIO CPAaBHCHHIO C paHee
anpoOUpOBaHHBIM  KoJlopuMmeTpuueckum — merogoMm  (Malik,  Pundir,  2002).
[lepokcuaaszy xpeHa UCTONB3YIOT JUIsi OOHApPYKEeHHs 8-0KCO-2'-Ie30KCUTyaHO3WHA —
okucieHHoro ocunoBanus JIHK, Gmomapkepa MHOrmx 3a0orneBaHui, BKIIOYas pak
npeacratenbHoi skenesbl (Chiou et al., 2003), 6one3np Ilapkunacona (Sato et al.,
2005), nuabeT ¥ HEKOTOpble ayToMMMYHHbIe 3aboneBanus (Lisitsyna et al., 1999;

Avouac et al., 2010). JlanHbIe 0 IEPOKCHIA3HOW AKTHBHOCTH TAK)KE YUUTHIBAIOT MPH
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CEeJIEKIIMM PACTEHUH — YeM BBIIIE AKTUBHOCTb, TEM YyCTOWYMBEe K WH(EKIHUU

pactenue (Illyraneii u np., 2010).

1.7.3. Ucnosib30BaHueE MEePOKCHIA3 B OMOCEHCOPAX

B mocnenHue Troapl aKTMBHO pPa3BMBACTCS HAMpABIICHHWE MCIOJIb30BaHUS
MEPOKCHAAa3 B MPOIEAYpax 3JIEKTPOXUMHUECKOTO OOHAPYXKEHUS, B YaCTHOCTH, TPHU
pa3paboTKe IEKTPOHHBIX OMOCEHCOPOB. DTH AHAIIUTUYECKHUE TPUOOPHI HAXOAT BCE
Oonee MmMpoOKOe TPUMEHEHHWEe B cdepe MEAWIMHCKAX  yCIyT, IHINCBOU
MPOMBIIJICHHOCTY W MOHUTOPUHTE  OKpyXawmied  cpeabl.  OcoOeHHO
pacpoCTpaHEHbl JJIEKTPOXUMHUYECKHE OHMOCEHCOPHI, OCYIIECTBIISIIONINE JETEKIIUIO
IEKTPOXUMHUYIECKOTO CUTHAJIA, TEHEPUPYEMOTO TP KOHTAKTe ()epMEHTA U aHAJIHTA.
B cBs3u ¢ XapakTtepom peakiuM, KaTalu3upyeMoW MEpOKCHUIa30i, 3JIEKTPOIbI C
UMMOOMJIN30BaHHBIM (EPMEHTOM HCHOJB3YIOTCS JJIS OINpPECIICHUs] TEPEKUCH U
oprannyeckux ruapornepokcuaoB (Jia et al.,, 2002). Kpome TOro, BO3MOXHO
TaHJEMHOE HCIOJB30BaHUE TEPOKCHUIA3bl W OKCUAA3bl B  OMBEpMEHTHOM
OWOCeHCcope, YTO TO3BOJISICT PACIIUPUTh KPYr JOCTYIHBIX JUIsi MOHHUTOPHHTA
BEIIIECTB, BKJIIOYAs TIIOKO3Yy, CHUPTHI, XOJIECTEPUH, JAKTAT, XOJIMH, MOYEBYIO
KHCJIOTY, MHUPYBaT, HEKOTOPbIe aMHUHOKHMCIOTHI W MHorue apyrue (Ruzgas et al.,
1995). Mcnonb3oBaHue EPOKCHIA3 B OTACIBHBIX CIydasx MO3BOJSIECT CHU3UTH MIOPOT
JETeKIIMN JI0 HAaHOMOJIAPHBIX KoHIeHTparui (Munteanu et al., 1998). Ha ocHoBe
PEKOMOMHAHTHBIX  TEPOKCHIA3  pa3paldaThIBAIOTCS  BBICOKOUYBCTBUTEIHHBIC
OMOCEHCOPBI ISl OMpENCICHHWS  PAa3jIMYHBIX  COCIWHCHWH B CIIOXKHBIX
MHOTOKOMITOHEHTHBIX ~CMECSIX, B TOM 4YHCJE, TpHU aHAIU3E 3arpsS3HCHHM
okpyxaromiei cpenbl (IIpecHoBa u ap., 2008). buocencopsl Ha OCHOBE MEPOKCHIA3
OTKpPBIBAIOT HOBBIE BO3MOXHOCTH Il OMOAJIEKTpOKaTaM3a W DJICKTPOXUMHUH, a
TaKK€ MOTYT OBITh WCIOJB30BAaHBI JUISI CO3/MaHUSI CHCTEM JIETCKIMU B PEXHUME
peanbHoro BpeMmenu (Schiigerl et al., 1996) u wu3ydeHUs KHUHETHKUA MPSIMOTO

TpancnopTa anekrponos (Lindgren et al., 2000).
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1.7.4. IlpumeHeHue nmepoxkcuaa3 B Ouorpancopmanusix

OTaenbHON OTPACTBI0O XUMUYECKOTO MPOU3BOJICTBA SABIIAECTCS (PEPMEHTATUBHOE
MOJly4YeHUE LEHHBIX OPTraHMYECKHX WU TOJUMEPHBIX COCAMHEHUH C HEOOBIYHBIMU
CBOMCTBaMHU C UCIOJIb30BaHUEM TMepokcuas. Pazpaboran (hepMeHTATUBHBIA METO]
MOJTy4eHUS MOJIUAJIEKTPOIUTUYECKOTO KOMILIIEKCa MOJIMAHUIIMHA u
CyIb(OHUPOBAHHOTO MOJIMCTEPEHA, 00IaIAI0IIET0 BEIPAXKEHHBIMU MTPOBOJHUKOBBIMU
CBOMCTBAMH M  HUCIOJIb3yeMOr0 TIPH  CO3JAaHUM  ONTHYECKUX  JIMCILIEEB,
CBETOUCITYCKAIOITNX TNOIOB BHICOKOTO Ka4eCcTBa M MOKPHITHI C aHTUKOPPO3UITHBIMU
kadectBamu (Raitman et al., 2002; Sakharov et al., 2003). [1epokcumassl pacTeHwiA
HAallLId CBO€ IpUMEHEHHE U B (apMalleBTHKE, HalpuMep, IEepoKCcHaa3a u3
KarapaHtyca 3((EKTUBHO KaTalIM3UPYyeT MOJUMEPU3ALUI0 KaTapaHTUHA W
BUHIOMMHA ¢ oOpa3zoBaHueM 3’°,4’-aHTUAPOBUHOIACTUHA — TIPEAIIECTBEHHUKA
BUHOJIACTUHA W BHUHKPUCTHHA, KOTOpBIE SBJSIOTCS HEOTHEMJIEMOW YacCThIO
xuMmuoTepanuu  paka (Sottomayor et al.,, 1998). Ha ocHoBe KoIareHa,
HOJIUMEPU3YEMOTO €  NEPOKCHUIA30il  XpeHa, MOoJy4daroT OHOCOBMECTUMBIE
MOJTyTBEP/IbIE TEJIH, KOTOPHIE MOTYT OBITh MCIOJB30BAaHbI B KAUE€CTBE T€PMETHKA MIPH
NOPAHEHUSX WJIM CBSI3YIOIIETO areHTa B MPUJIOKEHUSX MUIIEBOW MPOMBIIIEHHOCTH
(Prochaska et al., 2003). Ilepokcuma3sl He MeHee OSPPEKTUBHO CIIOCOOHBI
NOJIMMEPHU30BaTh JIMTHHUH, aKpHJIaMHUI, TIPOU3BOIHbIC BUHIIA U (peroub (Regalado et
al., 2004). ®depMeHTaTHBHAS MMOJMMEPHU3AIIUSA MMOCICIHAX MOYKET OCYIIECTBIATHCS
0€3 BBICOKOTOKCMYHOTO (popManpieruja — 0OS3aTeIbHOTO KOMIIOHEHTA IS
xuMuueckor monmumepusanuu (Hutterman et al., 2001), gTo sBIsIETCS HECOMHEHHBIM

MPEUMYIIECTBOM MEPOKCUIA3.
1.7.5. Apyrue 06;1acT¥ NpUMEHEHUs IEPOKCUHIA3
[Tepoxcuaasbl 3 (PEeKTUBHO UCMIONB3YIOT ISl OMOOTOENMBAHUS B IEJUTIOJIO3HO-

Oymaknoit mnpomsbiuienHoctd  (Michel et al., 1991; Moreira et al., 2003),

06CCI_IBCIII/IB8,HI/I$I N PA3J0XKCHHA CHHTCTHUUYCCKUX KpaCHTCHCﬁ B TEKCTUJIBHOM
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npomeinuieHHocTH (Shin, 2004; Champagne, Ramsay, 2005; Gomes et al. 2009), a

TaKe M3TOTOBJICHHS HaTypallbHBIX apomaru3aropo (Zorn et al., 2003; Barbosa et
al., 2008). Kpome TOr0, BO3MOHO HCIIOJIb30BAaHUE ITEPOKCHIA3 B KAUECTBE MAPKEPOB
XUMHUYECKOTO 3arps3HeHust npupoaubix cper (Crauenko u ap., 2008), a Taxxe 1
rJyOOKOW OYHCTKHM CTOYHBIX BOJl OT apomarthdeckux coexawnenuit (Tatsumi et al.,
1996). B pesyapTaTe  (PepMEHTATHMBHOW  pPEaKIUMH  CBOOOJHOpAIMKAIBHOMN
MoJIMMEpU3AINK TIEPOKCHIa3a XpeHa 00e3BpeXuBaeT (PEHONbI U MX MPOU3BOJIHBIC,
SIBJISIIOIIMECS. PAaCIpOCTPAaHCHHBIMU 3arps3HsomUME  areHtamu  (Tatsumi et al.,
1996). B xumMunueckoil MPOMBINUIEHHOCTH MEPOKCUAA3bl HAXOAAT NPUMEHEHUE IS
IKOJIOTUYECKH YHCTOTO PA3JI0KEHUS a30-, TETEPOIUKINYECKHX U TOJUMEPHBIX
Kpacutesei, KCeHOOMOTUKOB M mecTuiuaoB (Abraham et al. 2002; Ohtsubo et al.
2004; Wen et al. 2009), NOIMIMKINYECKUX apOMATHUYECKUX YIJIEBOJOPOJIOB U
npyrux opranuueckux coenunenuit (Koller et al. 2000; Robles-Hernandez et al.

2008).
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2. MATEPUAJIBI U METO/bI

2.1. KyJ1bTUBHpOBaHME KJIETOYHBIX KYJbTYP U pacTeHui

B kadyectBe 00BEKTa WCCICIOBAHHMIA WCIONB30BAIM PACTCHHS, a TaKKe
HeTpaHc(hOpPMHUPOBaHHBIE W TPaHCTEHHBbIE KiIeTOuHbIe KyabTypbl R. cordifolia, Rh.
rosea u S. vulgaris, mojxy4eHHbIC paHee COTPYAHUKAMU JT1a00paTOpun OMOMHKEHEPUHN
BITN IBO PAH.

Pactenns R. cordifolia BepammBamy B TOpmIKaX MNP E€CTECTBEHHOM
ocBeleHnn u remneparype 24°C.

HetpanchopmupoBaHHass (KOHTpOJIbHAS) KaJuTycHasi KynbTypa Mapenbl (R)
ObLTa MOJIyYeHa U3 JIMCTheB IpopocTKoB pactenus (Bulgakov et al., 2002). Pacrymas
KyJIbTypa MpPEACTaBIsieT COO0OW TKaHb PBHIXJIOW KOHCUCTEHIIUH, CBETIIO-XKEITOTO
[BETa, CTAOWJIbHA TPU IJIUTEIHHOM KYJIbTHBHPOBAHUU.

Tpancrennasa kynbrypa RA4 nosydena B pe3yapTaTe TpaHCPOPMALMH TUKUM
mrammoM A4 A. rhizogenes. KinerouHas KyJabTypa »KEJITO-OPaH)XEBOTO IIBETa,
TOMOTCeHHAs1, 0€3 BUJMMBIX YITIOTHEHHIA.

TpancopMupoBaHHBIE  KJIETOYHBIE KYJIBTYpPhl C  BBICOKHM  YPOBHEM
skcnpeccun reHoB r0lB (RBH) u rolC (RCH) monyueHsl B pe3ynbraTe
tpancopmarmu  mrammom  GV3101/pMPO0RK A, tumefaciens, Hecymmm
koHcTpykuuu PPCV002-35S-rolB u pPCV002-35S-rolC cootBercTBenno (Bulgakov
et al, 2002). IleponayampHo rOIB-TpaHcreHHass kjeTodHass  KyjibTypa
XapaKTEPU30BAIACh BHICOKOH CTENCHBIO TE€TEPOTCHHOCTH M B PE3YJIbTaTe KICTOYHOM
CEJIEKIIUU OBLIN MOyYeHBI OJTHOPOIHBIC KYJIBTYpPBl C HU3KAM, CPEIHUM M BBICOKHM
ypoBHeM 3kcnpeccun Tpancrena — RBL, RBM u RBH cootserctBenno (Shkryl et al.,
2008). Knerounas kyasTypa RBL peixmas, cBeTimo-xentoro isera, RBM — Tkanpb
Oornee MoTHasA, CBeTJIO-opaHkeBoro nsera. Knerounsie kynbrypsl RBH u RCH
UMCIOT TEMHO-KPACHYIO0 OKpPAcKy, TKaHb XapaKTePU3yeTCsl TIOCTATOYHON TBEPIOCTHIO

N HAJIMYHUCM TCMHbBIX HCKPOTHUYCCKUX YHACTKOB.
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KyIbTypsl MapeHbl, TpaHC(GOPMUPOBAHHBIC OCTOSHHO akTHBHOH Ca’'-
nesapucumoii (R-Ca) u wmeakrusHoii (R-Na) ¢opmamm rena Ca’'-3aBucmmoit
npoTenHkrHa3bl apadbugoncuca AtCPK1, momydeHnsl B pesyibTare TpaHchopMaruu
mrammom  EHA105/pTiBo542 A.  tumefaciens, HecymmMm  KOHCTPYKIIUH
pPART27/AtCPK1-Ca u pART27/AtCPK1-Na coorBerctBenno (Xing et al., 2001).
Kynerypa R-Na BHemHe He oTiuyaeTcs OT KOHTpois, Torma kak R-Ca 6omee
TUIOTHAs!, OPAHXKEBOTO IIBETA.

HetpancdopmupoBannsie kyiabTypsl Rh. rosea u S. vulgaris (Rh u S
COOTBETCTBCHHO) IOJIyU4EHBI W3 COIBETHs B3pocibix pacrenuit (Bulgakov et al.,
2010). Kammycel poauonlbl KyJNbTUBUpOBAIM Tpu ciaabom oceemernn 150
MKExM 'x¢”' ¢ dotomepuomom 16 u B Tewenme 30 IHeH C TOCIEmyHOLIEH
nepecaakoii. TpaHCreHHble KyJIbTYphl poamonbsl u cmojeBku (RhB u SB
COOTBETCTBEHHO)  TOJIy4eHbl B  pe3yjbTare  TpaHChOpMalMy  IITaMMOM
GV3101/pMP90RK A. tumefaciens, necymum konctpykiuio pPCV002-35S-rolB
(Bulgakov et al., 2010).

Krnerounple KynbTypbl BBIpAlIMBAIM B CTEKJISIHHBIX MPOOMpKax BbicOTOU 20
CM, C JWaMEeTpoM 2 CM, cojaepkammx 15 M nuTarenbHOM cpeabl. TKaHb
KYJbTUBUPOBAIM IpU TemnepaType 25°C, OTHOCUTENBHOU BliaxkHOCTU Bo3nyxa 70%,
B TEMHOTE, C UHTEPBAJIOM CYOKyIbTUBHUpOBaHUS 30 CyTOK.

PaboTy ¢ kyapTypaMu KJIETOK MPOBOJMIIN B CTEPHIIBHBIX YCIOBHUSAX JIAMHHAP-
ookca. [locyny, HHCTpyMEHTHI, OyMary CTepUIIM30BaIM B CyX0XKapoBOM Ikady mpu
temreparype 160°C. J{ns moiydeHus, KyJIbTHBHPOBAaHHMS MW BCEX JKCIIEPUMEHTOB
UCIOJIB30BaIM TUTaTeNbHbie cpenbl (Tadm. 1), comepskamue makpocoinun «W» 1o
nponucu Yaiira (White, 1963) u makpo- u mukpocoan «MSy mo nponucu Mypacure

u Ckyra (Murashige, Skoog, 1962).

Tabmuma 1
CocraB tBepaoi nutatenbHoi cpeabl «\W» u «MSy
Komnounenr Mr/a H,0O
NHsNO; 400 (W) / 1650 (MS)

HNO; 1900
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CaCl,x6H,0 665
MgSO, 370
KH,PO, 170
H3BO; 6.2
MnSQO, 16.9

CoCly,x6H,0 0.025

CuS0O,4x5H,0 0.025

ZnS0O,x7H,0 8.6

NaMoO,x2H,0 0.25
Kl 0.83
FeSO,x7H,0 27.8
Na,DJITAx2H,0 37.3
ITenTon 100

Buramun B 0.2

Butamun Bg 0.5

Buramunu PP 0.5

Caxapo3a 25000
Bopa, nuctunnupoBanHas o 1 mutpa

B kadecTBe perynsiTopoB pocta B Cpeay s KyJIbTUBUPOBAaHUS KaLTycoB R.
cordifolia mo0aBmsmm 0.5 wmr/nm 6-6ensmnamunonypuna (BAIT) u 2.0 mr/n a-
HadTrykcycHol kuciotel (AHY), s Rh. rosea — 5.0 mr/n BAIT u 2.0 mr/n AHY, a
s S. vulgaris — 0.5 mr/in BAIT u 1.0 mr/n 2,4-nuxiopheHOKCHYKCYCHOM KHUCIIOTHI
(2,4-]1). lns KynbTUBUPOBAHUS KAIUTYCHBIX KYJIBTYp B Cpely Takke BHocwiH 25 /i
caxapo3ssl 1 / 1/1 arapa. pH cpenbt nopoaunu 10 5.6—5.8 ipu momoru 5% pactBopa
KOH. Crepwm3zanuio cOCyJIOB CO CpeAOl NPOU3BOAWIM B aBTOKIABE IMpHU

temmneparype 120°C u napinenuu 0.8—1.0 atM. B Teuenue 20 MUHYT.

2.2. Unentuduxanns renos nepoxkcuaas |l kiaacca

Buvidenenue momanvnoti pacmumenvnoti PHK. JIns BBIICICHHS TOTaJIbHOU

PHK w3 KynbTyp MapeHbl  CEPALEIUCTHOW  HMCHOJB30BAIA  METOAMKY,
ONTUMHU3HUPOBAHHYIO JUIsl pabOThl C PACTEHUSIMH C BBICOKUM COJIEp’KaHUEM

BropuuHblx MeTabommroB (Shkryl et al., 2008). Kaxneiii o6pazer; PHK



41

obopabareiBamiu 1 U JIHKa3wr | (Cunekc, Poccus) B COOTBETCTBUU ¢ TIPOTOKOJIOM H
WHCTPYKIUSAMU (PUpMBI-TTpon3BOANTENsA. DEPMEHT yIalsian U3 PEaKIMOHHOW CMECH
¢ nmomortisto copdenta BlueSorb (Cunekc, Poccus), PHK ocaxmanu B 2-X oObeMax
96% »sTunoBOrO CcrupTa, 3aTeM LeHTpudyrupoBanu npu +4°C Ha MaKCUMAaJIbHBIX
obopotax. [lonmydyennsie ocaaku mpombiBaik B /0% stanose u pactBopsuin B 10—20
MKJI OUAUCTUILTUPOBAHHON BOJIBI.

PHK ananm3upoBany B aBTOMaTHYECKOW cHCTeMe ayiekTpodopesa EXxperion
(Bio-Rad Laboratories, CIIIA) ¢ ucnosnb3oBanuem Habopa RNA StdSens LabChip®
(Bio-Rad Laboratories) cormacHo peKOMEHIAIMU Mpou3BoauTes. [IporpammHOe
obecnieuenne System operation and data analysis tools Bepcuu 3.0 mo3BONIHIIO
onpenenuth kKoHueHtpauuto MPHK B mnpenapare TtoransHoit PHK, Bpiuntas w3
KOHIIeHTpaluu mnocienneil koHueHtpauuo pPHK. OOpasupsl ¢ cooTHoueHuEM
MPHK/pPHK B mpegenax 1.5—2.0 u wunaukaropoMm kadectBa Bbime 9.0
WCIIOJIB30BAIM VI TPOBEJCHUS TMOJUMEPa3HON I1EMHON peakiuu B pealbHOM
Bpemenu (ITL[P-PB).

Cunmes u amnaugpuxayus k/[HK. Obpatnyto Tpanckpurniuio (OT) nmpoBoauiu

npu nomolu Habopa s cuHTe3a nepoit 1enu kJIHK ¢ omuro(aT)is-ipalimepom
(Cunekc, MockBa) B oobeme 50 Mk, copepxkamiem 2.5 mxr MPHK (paccuurtano u3
KoHIeHTpaimu TotadbHo PHK mnpu mnomomu Experion) u  HeoOXomumbie
KOMITOHEHTBI Ha00pa, COTJIACHO MPOTOKOIY (PUPMBI-IIPOU3BOIUTEIIS.

Jlns onpenenenns koH1oB kJIHK peakuro OT mpoBoawii nmpu moMoIyd Habopa
«Minty mns cuHTeza apyxinenodeunoit k/IHK, oOoramieHHO#N moHOpa3MEepHBIMU
nocienoBatenbHocTsIMU (EBporen, Poccust). Cunres nepsoii nenu k/IHK nposoaunm
B o0beme 10 mxi, comepkamem 2.5 mxr MPHK (paccumTtano w3 koHIEHTpamuu
totanibHOM PHK mnpu momomm Experion) m HeoOXoaumble KOMIIOHEHTHI Habopa,
COIJIACHO IIPOTOKOILY (UPMBI-TIPOU3BOAUTETIS. IlonyuyeHHyo kJIHK
aMIUTU(HUIIMPOBATIN € HCIIOJb30BaHMEM IMpaiiMepa u moiaumepasbl  «Encycloy,
BXOJAIIMX B cocrtaB Habopa «Minty B ammiudukarope iCycler (Bio-Rad
Laboratories), mnporpaMMHUpPOBAaHHOM Ha  CIEAYIOIIUE  YCIOBUS  PEAKIINH:

npeaBaputenbHas AeHatypanus 95°C — 1 mun; 25 nuxios, 95°C — 15 cek, 66°C — 20
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cek, 72°C — 3 muH; u ¢uHanpHas dnonramus 66°C — 20 cek; 72°C — 3 wmwuH.
Pesynbrar [P ananusupoBanmu B 1% arapo3Hom rene ¢ 1o0aBiIeHHEM OpPOMHUCTOTO
sytuausa. AmmmudunupoBannyo k/IHK ucnons3zoBanyu B kauecTBe MOJIOKUTEIBHOTO
KOHTPOJIS IPU U3YYEHUHN IKCIIPECCUN UCCIIETYEMBIX TEHOB.

Knonuposanue yuacmkos 2enoe nepoxcuoas |l _xnacca R. cordifolia. s

aMIUTM(UKAIIMKY  TOCIEA0BATEIbHOCTEH, COOTBETCTBYIOIIUX TE€HAM, KOJIUPYIOIIMX
mzopopmel  mepokcumas Il kmacca B kmetkax  R. cordifolia, wucmonp3oBamm
BBIPOXKCHHBIC MpaiiMepsl, pa3paboTaHHbIE HA OCHOBE M3BECTHBIX aMUHOKHUCIOTHBIX
IIOCJICI0OBATEIPHOCTEH MTEPOKCHIa3 IPYTrUX pacTeHui u3 0a3nl nanHbix GenBank. Ha
ocHoBe koHcepBaTHBHBIX ydyacTkoB RLHFHDC u LAGAHTVG mnomydena mapa
npaitmepoB Prx-DegD 5-MGN YTN YRY TTY CAY GAY TG-3' u Prx-DegR 5'-
CCN ACN GTR TGN SKN CCN ARN A-3' coorBercTBeHHO. JlaHHEIC
KOHCEpBATUBHbBIE YYacCTKH BBIOpaHbl Ha OCHOBE BbIPAaBHUBAHUS aMHHOKHCIIOTHBIX
TIOCJICZIOBATEIbHOCTEH M3BECTHBIX PACTUTENBHBIX Mepokcuaa3 u3 Ipomoea batatas
(swpal CABO06477; swpa2 AAO013969; swpa3 AAF00094; swpad ABG73135;
swpab AAP42504; swpa6 AAP42505; swpa7 ABR23053.1; swpbl AAP42506.1;
swpb2 AAP42507; swpb3 AAP42508.1), Gossypium hirsutum (POD1 AAL93152;
POD2 AAL73112; POD3 AAL93151; POD4 AAD43561; POD5 AAL93153; POD6
AAL93154; POD10 AAL92037) u Striga asiatica (POXA AAB97853; POXB
AAB97854).

[IIIP mpoBoawnaM ¢ HKCIOIB30BAHHEM BBIPOXKICHHBIX mpanMepoB u kJIHK
obpasoB R. cordifolia. ®parmentsl u3BectHOM MauHBI (441 IM.H.) BBIICISUIA W3
araposHbIx reyeii ¢ ucrnonb3oBanueM Glass Milk Kit (Cuiekc) n kJIoHHpOBaU UX B
wiasmuny PTZ57R/T, ucnons3ys wadop InsT/Aclone PCR Product Cloning Kit
(Fermentas, Jlutea). 3areM KIIOHBI ObUIM aMIUTM(UIIUPOBAIH C HCIOJIb30BAaHHEM
YHUBEpCAIbHBIX IpaiiMepoB M13 1 ceKBEHHMpPOBaHbI IO ONMCAHHOMY PaHEE METOLY
(Shkryl et al.,, 2008) ma mmatdpopme ABI 3130 Genetic Analyzer (Applied
Biosystems, CIIIA).

Onpedenenue noaHopasmepHvix nociedosamenviocmetl 2enos nepoxcuoaz |

kaacca R. cordifolia. [Inst onpenenenusi MoJHOpa3MEPHBIX MOCIEIOBATEILHOCTEH
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reHoB mnepokcuaasz |l kmacca R. cordifolia mpoBenena Opictpas ammuuuKays
koHneBbix (pparmentoB k/IHK (RACE) ¢ wucmons3oBannem MoAuGUIIUPOBAHHON
texHosoruu Step-out ITIIP (Matz et al., 1999). Ha marpune PHK, monyuennoi us3
kamwryca RBH, cuntesupoBamm kJIHK. Peaxkmmro ammmdukammm kJIHK c
npumenenneM SMART cDNA Amplification Kit npoBoaunu B yciaosusix: 10 cex —
95°C, 20 cex — 63°C m 90 cex — 72°C, 25 UMKIOB, B COOTBETCTBUH C
pexomernmarusamu - tipousBogutenss  (Clontech, CIIIA). B momudumupoBaHHOM
npotokosie RACE B mepBoM Iukie amMIUIMQUKAMM BMECTO TEH-CHEIU(PUIHBIX
UCIIOJIB30BAIM  BBIpOXKZIEHHbIE Tpaiimepsl Prx-DegD u Prx-DegR, xotopsie
MOIXOAWIN JIJIT OMHOBPEMEHHOW aMIUTM(DHUKAIINN BCEX 3KCIPECCHPYEMBIX H30(POpM
reHoB RCPrx. I'en-cnenuduuneie npaimepst aisa [MLP-PB ucnons3oBanu Bo BTopom
mukiie RACE mist mosy4eHus WHIUBHAYATBHBIX aMIUIMKOHOB KaXKI0W H30()OPMBI
RCPrx. ®parmenTsl, nosydeHnbie B pe3ynbrare RACE, Obuin cekBeHUpOBaHHbI.

Ananuz skcnpeccuu 2enog nepoxcuoas Il xknacca R. cordifolia. Meromom

[TLP-PB npogenu ananu3 skcnpeccud reHoB RCPrX ¢ MCHojib30BaHUEM KpacUTels
2.5x SYBR Green, comgepxxamum ROX B kadecTtBe pedepeHCHOTO KpacHUTEIs
(Cunron, Poccus), ma mpubope Bio-Rad CFX96 Real-Time System (Bio-Rad
Laboratories). O0bem peakioHHON cMmecu cocTaBwi 10 Mk, comepikarieit 300 HM
Kaxjaoro mpaimepa, 0.5 Mxa pasBeaenHoro obpasma kJIHK um 4 mxm 2.5x SYBR
Green. TP ocymecTBisiii B cineayromux yciaopusax: 5 mua — 95°C, 3atem 10 cex —
95°C u 30 cex — 60°C, 35 nukioB. Jis aHanm3a Kaxaoro odopasia UCIoIb30BaIN JIBE
OMOJOTHYECKUE TTOBTOPHOCTH U TPU — TEXHUYECKHUE, a TAK)KE HETAaTUBHBIN KOHTPOJIb
JUTSl UCKJTIOUEHUST WCKaKCHHS JaHHBIX B pe3ysnbTare KoHTamMuHAIuu. OTCyTCTBHE
Hecnenupuuecknx MpOAYKTOB PEAKIIMU W JUMEPOB TMOJATBEPKAAIN B XOJ€ aHAN3a
COOTBETCTBYIOIINX KPUBBIX TUTABJICHHUS OOPa3lloB B KOHIEC PEAKIMK aMILTH(PUKAIAN
u aekTpodopesa B 1% arapo3HoM ree, OKparieHHOM OPOMUCTBIM ATHIHEM.

B TIIP wucnons3oBanu reH-crenuduunbie mapbl npaiiMepoB (Tabm. 2). B
KaueCcTBE BHYTPEHHEI'0 CTAaHJapTa MCIOJb30BAIA SKCIPECCHIO TeHA aKTHHA MapEHBI
cepauenrctHoi RCActin (GenBank Acc. No. DQ531565), poaunoist po3osoi RhActin
(GenBank Acc. No. JX431891) u cmoseBku oosikHOBeHHOM SVACtin (GenBank Acc.
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No. JX431890). B wmccnenyembix obOpasnax kJIHK ammmdummpoBanm ydacTtok

WHTPOHHOM IOCIEA0BATEIBHOCTH pasMepoM 91 IL.H. ¢ UCIONB30BAHUEM NPANMEPOB
5-GAT TGA GCA CGG TAT TGT TAG-3"'u 5’-ACA CCA TCA CCA GAA TCC
AAC-3'. OrtpunatenpHblii pe3ynbTaT aMmIUIM(UKAIMA — CBUJCTENBCTBOBAT 00
orcyrctBun JIHK-MaTtpury B uccrnemyempix oOpasmax. JlaHHBIE aHAIM3UPOBAIH C
UCIO0JB30BaHueM mporpaMmmuoro obecneuenus CFX Manager Software (Bepcus 1.5)
(Bio-Rad Laboratories).

Ta0muma 2
I'en-cueruduuHbIC MpaiiMephl 111 aHaIu3a sKerpeccun nepokcuaas R.cordifolia

RCPIXOL D: 5-CGT GAA TGG CTG CGA TGC-3'
R:5-CGT TGA GTT TCT ATT CGG-3'
RCPIX02 D:5-TTGTTGCTATTG CCG CCA C-3'
R:5-TCT TCCGTCTTT CCT TCC C-3'
RCPIX03 D: 5-TGG ACG GAA GCA GGA AGA-3'
R:5-TTCCTT CTC CAATGC TGA T-3'
RCPIxX04 D: 5-CAA TGT GAT AGA TGA AGC G-3'
R: 5'-AGC AGC AAG AGC CAC GAT-3'
RCPIX05 D: 5'-GTA AAT GGC TGT GAT GCG GG-3'
R:5-CGA ACCCTCTTG CTG AAT-3
RCPIX06 D: 5-GCT GCT AAC CAA ACC ATT CC-3
R:5-GTT GTT GGT TTC GTT GTA-3'
RcPIX07 D: 5'-GCG GCA GCA GGC GTT TAG G-3'
R:5-TGG TGT TGC TCG TCG GTG C-3'
rolB D: 5-GTG CTG GCG ACA ACG ATT CA-3
R: 5-GAA CTT GCG AAA ATG GCG ATG-3'

D — npsimoii npaiimep, R — oOpatHsIi.

2.3. AHAJIM3 aMHHOKMCJIOTHBIX MOCJIe10BaTeIbHOCTEH MepoKcHIa3

Jlns  omnpeneneHus u303JAeKTpuueckux Touek (Pl), MoJeKyJsipHBIX Macc,
CUTHAJIBHBIX IICIITUAOB H BepOHTHOfI JIOKaJIn3allMhu B KJIICTKE MHCIIOJIb30BaJIn
nporpammbl EXPASY (www.expasy.org/tools/), PSORT (www.psort.org), SignalP
(www.cbs.dtu.dk/services/SignalP/) u TargetP (www.cbs.dtu.dk/services/TargetP/)
(Nakai, Horton, 1999; Emanuelsson et al., 2007).



http://www.expasy.org/tools/
http://www.cbs.dtu.dk/services/TargetP/
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2.4. dunoreHeTu4YecKuii aHAJIN3 MEPOKCU/IAS

Jlnis puoreHeTHIecKoro aHaan3a ObLTH MCTIOIB30BaHbI 57 aMUHOKHCIOTHBIX
nocnenoBarenbHocTelt  mepokcugaz Il kmacca w3 30 BumoB  pacreHuid,
JICTIOHMPOBAHHBIX B 0a3y nanHbix GenBank, u 7 mocnemoBarenbHOCTEH MEpOKCHIa3,
MOJlyYEHHBIX B pe3yJbTaTe JaHHOW paboThl. BhlpaBHWBaHWE aMUHOKHCIOTHBIX
nociieoBaTeIbHOCTEH epokcnaas noBoawau B mporpamme MUSCLE (Edgar 2004),
UCTIONB3YS CTaHJapTHBIC HACTPOWKHU. )i MCKIIFOUEHN PETHOHOB C HEOAHO3HAYHBIM
BhIpAaBHUBaHHEM BOCIOIB30BaMCh iporpammoii GBlocks Bepcun 0.91b (Castresana,
2000).

QunoreHeTUYECKHE  JIEPEBbsi  MOCTPOEHBI  C  TIOMOILIBIO  METOJIOB
MakcuMajabHOro mpasgomogoous (maximum likelihood, ML), wmakcumanbHO#M
sxkoHomuH (Maximum parsimony, MP) u meTona «Ommwkaiiimux cocenein» (neighbor-
joining, NJ). OmpenencHue ONTUMAIBHOW MOJAEIM 3aMEHBI aMHHOKHCIOTHBIX
OCTaTKOB IMPOBOMIINA C MOMOIIBIO MporpamMmbl ProtTest sepcun 2.4 (Abascal et al.,
2005). JIyumras matpuna 3ameH — WAG+I+G+F.

ML-ananu3 mosrydeHHOW MaTpuIbl mpoBoawiM B mporpamme Phyml Bepcun
3.0 (Guindon, Gascuel, 2003). /Iys OleHKH IOCTOBEPHOCTH MOCTPOCHHBIX JCPEBHEB
npoBo MM OyTcTpen-ananus (uucio nmoBropoB — 500). [Toctpoenue nepeBbeB MP- u
NJ-meromamu mpoBomwimm B nporpamme Phylip package sepcum 3.69 (Felsenstein,
1989). Jlnst OLEHKH JOCTOBEPHOCTH TMOCTPOCHHBIX JCPEBHEB TaK KE MPOBOIMIH
oyrctpen-aHanm3 (uuciio moBropoB — 1000). TI'padumyeckue wu300pakeHUs

(rIoOreHeTHYECKUX JIepeBbeB 0OpadaThiBai B mporpamme 1reeView Bepcun 1.6.6

(Page, 1996).

2.5. OnpenesieHue aKTUBHOCTH U M30)epPMEHTOB MEePOKCH/Ia3

QKCWIDCZKMM}Z momaJjibHO2O benka. SKCTpaKTBI IMOJIYYCHBI METOAOM

TOMOTEHHU3allud CBEXEW TKaHW B JIENSHOM Tpuc-aiieratHom Oydepe (pH 5.0),

coaepxaiieM 2% MOTMBUHUINAPPOJIUIOHA, B COOTHOIICHUH Oydep:Tkanb 2:1 (V/w).
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JIJist KCTpaKIUy HCIIOIh30BAIIN KJIETOYHBIE KYJIbTYPhI, HAXOMSIIMECS B JTUHEHHOM
daze pocra (22 mus). ['omorenar nentpudyrupopasm Ha 20 000 06/MUH B TeueHUe
10 mMunyt npu +4°C. benku ocaxnanmu mgo6aBiaecHuEeM 4-X 00BEMOB JICISHOTO
arietoHa, uHKyouposanu 20 munyT npu —20°C, mocne 4ero neHTpudyrupoBaiud Ha
12 000 o6/mMun B Teuenne 10 munyT. Ocaaku mnpombiBain B 96% »sTaHONE u
pactBopsiu B 50 Mk 2% amdonuror Bio-Lite (Bio-Rad Laboratories).

KoHnnentparuio OenkoB ompeaensyii ¢ ucnoib3oBanueM Habopa RC DC
Protein Assay Kit (Bio-Rad Laboratories) mo meToauke mporu3BOIUTEIIS, UCIOIb3YS
OBIYMI1 CBIBOPOTOUYHBIN aTbOYMHUH B Ka4Y€CTBE CTaHAApTA.

H3MepeHue akKmueHocmu HGDOKCM()CZS’ u u30qbepmeHmen7 anaau3. AKTUBHOCTD

NICPOKCHJIa3 SKCTPAKTOB U3 PacTeHHI U KIeTouHbIX KyasTyp R. cordifolia, Rh. roseus
u S. vulgaris ompenemsuin Ha crnekrpodoromerpe Benchmark Plus microplate
spectrophotometer (Bio-Rad Laboratories) ¢ ucrnonb3oBanuem 4-MeTOKCH-0-HAPTOIA
(4-MH) B xauectBe cyOcTpata o metoauke deppepa (Ferrer et al., 1990). Cocras
peakimonHoit cmecu: 1 MM 4-metokcu-a-HadTton u 0.33 MM H,0, B 100 MM Tpuc-
areratHoM Oydepe (pH 5.0). I3MepeHne akTHBHOCTH MPOBOJUIIN HA JJIMHE BOJIHBI
593 M mpu +25°C. AKTUBHOCTH (epMEHTa BBIpaXalW B HAHOKaTamax, s
OTIpE/ICTICHUS] KOJIMYECTBA OKPAIICHHOTO IPOJYKTa HCIOIB30BaAIH KOd(pdument
OTJIONIEHHS €593 = 2.1x10* HrarxM™xem™.

MeTo10M HATUBHOTO M303JeKTpuueckoro goxkycupoBanus (MDOD) paznensnu
dpakmuio nepokcuaaz Ha m3odepmenTsl. UO®D mpoBOAMIM B IMOTHAKPUIAMHUIHOM
rene ¢ rpagueatom pH ot 3.0 mo 10.0 B xamepe 111 Mini IEF Cell (Bio-Rad
Laboratories). B xauectBe cTanmapTa MCHojb30Banu Oenku ¢ u3BectHbiMU Pl (Bio-
Rad Laboratories). Okpacky reneir npoBoauian B 96% stanone u 100 MM Ttpuc-
arieratHoM Oydepe (PH 5.0) B cootnomenun 1:2 (V/V) ¢ ucnons3oBanuem 1 MM 4-
MH u 0.33 MM H,0,. I'enmu dortorpaduposanu na npubdope Versa Doc 4000 (Bio-
Rad Laboratories).
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2.6. OnpenesieHne YPOBHSI BHYTPUKJIETOYHBIX AKTHUBHBIX (D)OPM KHCJIOpPOIA

Omnpenenenre ypoBHsS BHYTPUKIETOUHBIX aKTUBHBIX (hopm kuciopoaa (ADK)
IPOBOJAMIN C TOMOIIBI0 KOH(OKaIbHOW MHUKPOCKONWU. ENWHUYHBIE KIETKH U
arperatbl 1o 10—20 kiieTok pecycneHaupoBaiu B xKuakon cpene Wgia, comepxarieit
50 MmxM 2,7-muxnopdayopecuenn-3,6-guanerara (H,DCF-DA, Molecular Probes) u
uHKkyoupoBasin B Teuenue 10 munHyT. BHyTpukinerounoe okxucinenue H,DCF-DA
OpUBOAUT K  oOpazoBanuto  2,7-nuxinopdayopecuenna (DCF),  koTopsiii
neTekTupyercst npudbopom. M3mepenue duryopecreHIMu B KIETKaX MPOBOIWIA B
teyeHue 40-cekyHOHON cbheMkH C wuHTepBaioM 0.5 MC Ha KOH(OKaIbHOM
mukpockorie LSM 510 META (Carl Zeiss, I'epmanusi), OCHaIllECHHOM aprOHOBBIM
nazepoM MmomHOCThi0 30 MB. Buneodaiinsl MOMydeHHBIX H300paKeHH ObLIH
3allMCaHbl M MpoaHain3upoBanbl B mporpamme LSM 510 Release 3.5 software. B
KOKJOM dKcrepuMenTe aHanu3upoBasin 30—40 kIeToK, JaHHBIE MPEICTABIICHBI B

BHUJIE CPEAHUX 3HAYECHHUM 2—X IKCIIEPUMEHTOB.

2.7. CTAaTUCTHYCCKUM aHAJIU3

Pe3ynbrarhl Bcex HKCIEPUMEHTOB 00paboTaHbl MPU MOMOIIM MPOTpamMMbl
Statistica Bepcum  10.0. Bce  gaHHBIE — TpeACTaBICHBI  KaK  CpeIHEE
3HaueHWe+CcTaHaapTHas owmuoka. Jlisg CcTaTUCTUYECKOM OIEHKM JaHHBIX OblI
npoBeicH MHOTOGaKTOpHbIN qucnepcnonHbii anaan3 (ANOVA) C mocT-Xok TecToM
@umepa (PLSD). s u3ydeHus B3aMMOCBSA3M MEXKAY MEPEMEHHBIMH BETUYMHAMHU
WCITOJIB30BAIH KOppesITMoHHbIN aHanu3 [lupcona. Yposenb 3Haunmoctu B 0.05 Obu1
BBIOpaH KaK MHUHUMaJIbHOE 3HAUYEHHE CTAaTUCTUYECKOM pasHUIBI BO BCEX

AKCIIEPUMEHTAX.
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3. PE3YJIBTATBI U OBCYXKXJIEHUE

3.1. UnenTudukanusi 1 anajau3s renos nepoxcuaas Il kiaacca R. cordifolia

Ha mnepBoM »srame wuccineqoBaHUil HaM MPEACTOSIIO UACHTU(GUIUPOBATh U
oxapaktepu3oBarb mnepokcunaasbl |l kiacca mapeHbl cepalenucTHON — OCHOBHOIO
00BEeKTa HCCIEAOBAHUN.

JIisi moJtydeHus COOTBETCTBYIOUIMX T'€HOB, KOAUpYyromux nepokcunass |l
kJjacca, nposeaeHsl [P ¢ ucnonas30BaHreM BBIPOKIECHHBIX MpaiMepOB U 00pa3IoB
k/IHK, momy4yennbIx u3 nucra u credins pacrenus: R. cordifolia, a Taxke kieTouHbIX
kynpTyp R, RBH, RCH u RA4. [Ipoaykts! [1IP npenmonaraeMeix pasmepoB ObuIH
oOHapy>keHbl B ucte, credne u kJ[HK obpazua RBH. CekBenupoBanue noay4eHHbIX
aAMIUTMKOHOB TO3BOJWJIO HACHTU(PHUIIMPOBATh YYACTKH CEMH H30(OpPM IMEPOKCUIA3
RCcPrx. Jlamee, mjis mMOMy4YeHUS TMOJHOPA3MEPHBIX TOCIEIOBATEIHLHOCTEH T'€HOB
BOCIIOJIb30BAIMCHh MO auduIMpoBanHbiM npoTokosioM RACE (Matz et al., 1999).
[ToHOpa3MepHbIE TOCHIEeNOBATeIBHOCTH TeHOB mepokcuaas RcPrx0l, RcPrx02,
RcPrx03, RcPrx04, RcPrx05, RcPrx06 u RcPrx07 R. cordifolia, Bxmrogast 5'- u 3'-
HETpaHCIMpyeMbIe 00JIacTH, ObLIH JEMOHHpOBaHBI B 0a3y maHHbix GenBank mox
Homepamu gocryna GQ380495, GQ380496, HM807270, HM807271, HM807272,
HM807273 u HM807274 coorBercTBeHHO. JlMHA  MOCIEIOBAaTEILHOCTEH

BapeupoBaia ot 1104 no 1412 n.H.

3.2. AHaJIM3 aMMHOKHUCJIOTHBIX MOcJeA0BaTe/IbHOCTel nepokcuaas 11

kJgacca R. cordifolia

Ucnons3ys  mporpammbl  PSORT wu  SignalP, npoanamusupoBaHb
aMHUHOKHUCJIOTHBIC ITOCJICIOBATEILHOCTH 3pEibIX OeNKoB, coctosmme u3 294, 300,
309, 303, 293, 297 u 326 a.o. coorBercrBeHHO (Puc. 1; Ta6n. 3). B pesymbrare
aHalli3a aMHUHOKHUCIIOTHBIX TocieaoBarenbHOocTe Tmepokcuaas |l kmacca R.

cordifolia ycraHoBIeHO HalIW4YWe Y HHUX HECKOJBKMX BBICOKOTOMOJIOTHYHBIX
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Y4aCTKOB, BKJIFOUasi akTUBHBINA caiT (BoX 1, Puc. 1), neHTpanpHbI KOHCEPBATHUBHBIH
nomeH (Box 2, Puc. 1) u mpokcuMabHBIN TeM-cBs3biBarommii JomeH (Box 3, Puc. 1)
(Welinder, 1985). Bce nucrennsl ¥ JBa TMCTHAWHA, HEOOXOAUMbBIC /IS KaTaau3a
peakiui, coxpaHsoTcs M B 3penblx Oenkax (Hiraga et al., 2001). ¥ Bcex cemu
nzodhopm  mepokcuaaz  HIACHTUPUIMPOBaHbI  mpeanojaraembie  N-KOHIEBbIE
curHanbHbie menTuasl pepmenToB RCPrx01—RcPrx07 (Puc. 1). Cpeam apyrux
uaeHTU(pUIMpPOBaHHBIX  Tepokcuaas, RCPrx07  ornamuaercs  Hammumem  C-
tepmuHaibHoro mnentuga (Puc. 1), dbyHKUMS KOTOpPOTO CBsi3aHa, BEPOSTHO, C
Jokanm3anuend pepmenta B Bakyossx (Carter et al., 2004; Welinder et al., 2002).
Take y m3ohopmbl RCPrx07 6summ obHapyxens mBa Ca’’/CaM-CBSI3BIBAIOIMX

motusa (Puc. 1).

1 RePrx0l | -——————————-HANSFTYFSLIFIASLLVCF--SNAQLSANF YATTC PNL O TVVENARTAAVNEE R TGRS TURLF F ADCFVNGCDASL
2 RePmxDS | -———---—--MAVASRLAYFFAILMASFLVSS- - SNAOLS THF YAKTCENL O TVVRNANTAAVSEERRNGAS ILRLFF HDCFVHGCDAGL
3 BRoPmDE | —————————---MASFFIYDOFGCrSALLYSSH-TSAOLSEN Y YYS ACP KLY S TVES TVOS AL ARE TREGASLLRLFFHDCFVNGCDGS T
4 RePmx03 | ———————-HEHSHSLFVVASLLAFAFLCLCARSSGGYLYFOFYDRSCFEATEIVRS IVARAVAEE ARNARSLIRLHF RDCFVEGCDAS T
£ RePreid | - HASETLHVAVSLLLLVSGRFVCE-———ATLE P TR YDV ICH ERRAATRN IVRTAVIRERRHARSLVRLAF HDCF W QGCDGSY
6 BePmia | —————----- HATUNLFLTINAVENTTSG-WEVYGLSNOYYSHAC P FAEQIVRDTVNEALRSD P TLARGLIRMHF HDCF IOGCDASY
7 B3 R ) - OTYF =P LVNGLSWTFHDF Ds NLESI ITT:FLFWFQNDIQ.I..I.GLI.ELB!‘ HD ?HOGSDL.W

L]

e e T T ot P ——
1 RcPrxd LLDDSSS IQSEFNANFNRN S TR=-GFDVIDTI KTNVE AACHN ATVSCADIDRERKRDEYLL GG TUTVP LORRDSRT- ASL SNANTCOI P A
2 RcPrx0DS§ |LLDDSSSIOSERMNAGINENSAR=-GFDVIDAI HTWEH#CKWC“IWMLLGG' THAYVPLGRRDARK=ASLINANTOIPGE
3 RePm06 |LLDDTSSFTGEKEAAT NWNSAR-GFEVVDDIKARVERVC P CUVSCADILATRAHDSVE ILGGH S WNVELGRRDART- ASQAAANQTIF Pl
4 RePm03 |LLDGSRKITTEKRSN:NRNSAR-GFEVIDEIKSALEKECT HIVSCADILALSAGDS TVLACGSSWEVF LGRRDSRG- ASLSGSUNN IF Af
§ RePmxOd |LLDETATIRSEKFSFANNNSIR-GFNVIDEAKRAVEKLCF QRFSCADITALARRDA TVAVGG TUTVELGRRDSTT- ANRALADRD IFNS
6 RcPrx02 |LIDSTEDNVAEEDS® KNLSLR--GYEVIDDAKDOLESQCH GUVSEADIVATAATTAVSF AGGH YYD I KGREDGR-- ISKIQDTINLFS:
7 RePrx07 | LLVGSASGRSEQRAF FHLELE --._llFR;;EEEEﬂﬂugosums&mnmum,sua: AYEVELGRRDGTTFATRNETLENLE AF
1 ReProxdl |rssnsTLLS NS ARG - L1 AODRTRESGEHT ICCARS TTFRART YHDTH-—-~=-- IDEP FATAKQANC F ~=VEGSDMNNL ARLDLOTIVEFE
2 RePrxDS |nssLTTLISHFSAKG-LNAODETALSGGHT IGOACCYV TFRSHIYNDT-mamam- INMAF REANOAKC P ==VSGSNSHL AP LD=0TF TKFD
3 RePrxD6 | TTHLMGLISRFNSFG-LSAKDLNALSGSHT IGOARC THF RARI YNETHN- -~~~ LDTSLARTROGHCPRATGSGONNLAPLOLETFTRFD
4 RePmx03 |WNTFOTILTEFRVOS-LOLVDLVALSGSHTIGD ARC TSFRORL YNONGNGEF DFSLECNY RGKLRONCF ——RSGGIONLFVHDFVSFARFD
5 RePrmx0d |FHDLAVLIARFAAKG-LNTREMVALSGSHTLGOSRC ISFRARLYGONGTN-———— IDENF ARMRRRGCFFAGGGGDFHLAPLDLVTFNSFD
& PRePrx02 |TLNSZELIKMFDOHG-FTAOENWALSGAHT FCVARCESFEHRLSNFDETHIVDFAID TOFLETLSNTC S ——— GG DN KTFDTTR-—-NDFD
TEHNTSVLLTSLATHNONLI A VALSGGHTIGICHCTSFEGRLF S AR-———— DFTHDOTFFNNLRGTC F=—=ALNTTHTTWLDIREFNVFD

NN Y YR LY ARRGLLAZ D ELFHG--GS0Dr =LY T TY SNNEATF REDFYAAN LRGN ISP LTSS GEIREN - = CRLVN === s m e e e e e ]
2 RcPrx05 |sovyRNLVAOKGLLHSDOELFHG- -GS RIA-LYRTYSNNEATF RRDFVAAN IRHGN ISP L TGSNGE IRKN -~ CRV IN=mmmmmmm o m = m e e e o
3 RcPrabé |WHYFVHLYSREGLLHSDOOLYHG--G5TDT- IVRGYSSNPGSF ARDF ARAH IENGD IKPL TGS KGEVRSH == CRRIN====mmm e e e e e o]
4 BRePrxD3 |WSYFELLLASEGLLNSDOVLVTE==5SARALF LVEQY AANNOLFFOCFLN=-HIKHSN ISP LTGHNEGEVRRI == CREVI S fmmmamcmcc e s caaa==d
5 RePrxOd |MMYFRNLOORKCGLLNEDOVLFNWS FCSDPROHRYL T TS KGRRFLLONL L VKRG ISP LTGING I IRAANCCSALN -~ cmmmmccccccccaaaa ]
6 RcPrx0? |MDYFHQLOHEAGVLFSDOTLLAS---FRTREIVNGY AFNCANFF HDFQRANFKNGLLDVEEGSKGEVRAD -~ CIRIN-——— oo mm oo oo e ]
HREYYWVDLHNROGLFTSDODATTD--— 3W".’YEHTKHGQLWLTGTRGE IRAN- —E‘WRI‘JEG-JN FLILWW

Puc. 1. BreipaBHMBaHWE aMHMHOKHCJIOTHBIX TOcjeaoBaTeabHOCTEN mepokcumas |l
xiacca R. cordifolia. 3Be3q0uky, TOYKM ¥ ABOETOYMS HAJ I1OCIIENOBATEILHOCTIMUA —
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OAMHAKOBBIC AaMHMHOKHCIIOTHBIC OCTaTKM MW 3aMCHBI C HU3KOM M BBICOKOM

UJCHTUYHOCTHIO COOTBETCTBEHHO; TOHKOE TOomuepkuBaHue — N-TepMHUHAIbHBIN
curHalbHBIN TenTua; BOX 1 — akTuBHBIA caiiT, BOX 2 — 1eHTpanbHBIM
KOHCEPBAaTHUBHBIA JOMEH; BOX 3 — mpoKCHMallbHBI TI'eM-CBS3BIBAIONIUN JOMCH;
YCpHBIC KPYXXKH — aMHHOKHCIIOTHBIC OCTaTKH ITUCTCHHa, (opMupyromme

TUCYTbGUIHBIE MOCTUKH, CTPEIIKH — AaMUHOKHCIIOTHBIE OCTATKU TUCTHIMHA; TBOWHOE
nouepkuBanue — C-TepMUHAIBHBIN TETITH].

B cooTBeTCTBMU CO 3HAUEHUAMH H303JIEKTPUYECKHX TOYEK MPEroaraeMbix
3penbIX O€NKOB, ceMb TeHOB RCPIrX MoryTt ObITh pa3iesneHsl Ha Tpu rpymnmbl: RCPrx02
KOIUpyeT aHnoHHyI0 nepokcunasy (pl < 6), RcPrx07 — nelitpansayto (pl 6-8), a
OCTaJbHbIE T'€HBbl KOJUPYIOT LIeN0o4Hble nepokcuaasbl (Pl > 8), cpenum KOTOphIX

RcPrx03, RcPrx04 u RcPrx05 — cunbhomenounsie (pl > 9) (Tabm. 3).

Tabmuma 3

XapakTepucTUKH aMHMHOKHUCIIOTHBIX ITocieoBaTenbHocTen nepokcuaas |1l knacca R.
cordifolia

RcPrx

XapakTepucTuka 01 02 03 04 05 06 07

Hpez[nonaraeMaﬂ JJIMHA 3pCJI0ro

294 | 300 | 309 | 303 | 293 | 297 | 326
OeJka, a.0.

I[J'II/IHa CHUT'HAJIBHOTO IICIITH A,

202 23 19 22 24 25 24 28

[IpennonaraeMpiii MOJIEKYJISIPHBIN

316 | 33.1| 338|334 | 314|319 | 357
Bec 3penoro Oenka, k/la

[Ipeanonaraemas pl 3penoro

b 8.78 | 5.88 | 9.35 | 995 | 9.33 | 8.76 | 6.33
Oenka

BeposiTHas kierounas
JIOKAJIN3ALMs

C C C C C cC |CB

*Pe3ysbTaThl aHAIM3a, MOJydYEeHHbIE C momolnsio mporpamm SignalP u PSORT;
"PesynbraThl aHanM3a, MONydYeHHBIE ¢ MOMOILIBI EXPasy; ‘Pesyimbrarsl aHammsa,
noyiydeHHbIe ¢ momoieto TargetP; C — cekperupyemsie popmel, B — BakyossipHbIe.

CpaBHEHHE aMHHOKHCIIOTHBIX MOCiIeaoBarebHocTel nepokcuaas R. cordifolia
MI0Ka3aJ10, 4TO U30(OPMBI UMEIOT MEXKIY COOOU HU3KYIO CTEIEHh TOMOJIOTHH: MEHEE

58%, 3a uckmarouenuem nzopopm RCPrx01 u RcPrx05 ¢ 82% romosoruu (Tao. 4).
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C momomrpio anroputmMa BLAST oOHapykeHa BbICOKas CTENEHb TOMOJOTHUHU

AMHHOKHUCIIOTHBIX OCTaTKOB u3odopm mepokcuaa3z R. cordifolia u wu3BecTHBIX

nepokcuaas Apyrux pactenuii (Tadm. b).

Tadonuma 4

[TapHoe cpaBHeHHE aMUHOKHCIOTHBIX MTOCIEA0BAaTEIbHOCTEN H30(OPM MEPOKCHIA3

Il xnacca R. cordifolia (% naerTnaHOCTN)

RcPrx01 | RcPrx02 | RcPrx03 | RcPrx04 | RcPrx05 | RcPrx06 | RcPrx07
RcPrx01 100 37 51 50 82 58 42
RcPrx02 37 100 39 37 35 42 41
RcPrx03 51 39 100 46 48 48 40
RcPrx04 50 37 46 100 47 51 39
RcPrx05 82 35 48 47 100 57 38
RcPrx06 58 42 48 51 57 100 38
RcPrx07 42 41 40 39 38 38 100

Tabmamma 5

CpaBHeHHE aMHUHOKHCIIOTHBIX TIOCICI0BATEIBHOCTEH cemu nmepokcuaas R. cordifolia

N N3BCCTHBIX IICPOKCHUAA3 NPYTI'UX paCTeHI/Iﬁ

bivbkxalmii rOMOJIOT CpeAu PaCTUTENBHBIX MEPOKCUAA3, HOMEP JOCTYyIa
B GenBank (B cko0Okax), % MIeHTUYHOCTH

RcPrx01

P. alba x P. tremula var. glandulosa POD1 (AAX53172), 74%; G.
hirsutum POD4 (AAD43561), 73%; P. trichocarpa Prx (XP_002320417),
74%; L. usitatissimum FLXPER4 (AAC05277), 72%; V. vinifera Prx
(XP_002281755), 71%

RcPrx02

I. batatas swpa7 (ABR23053), 71%; R. communis Prx47
(XP_002518016), 74%; A. thaliana PER47 (Q9SZB9), 72%; V. vinifera
Prx (XP_002267794), 71%; M. truncatula Prx (ACJ84613), 70%

RcPrx03

R. communis Prx72 (XP_002521512), 78%; L. chinensis Prx3
(ACI22425), 79%; P. trichocarpa Prx (XP_002310274), 79%; D. longan
POD1 (ABG49114), 78%; V. vinifera Prx (XP_002275309), 77%

RcPrx04

V. vinifera Prx (XP_002269169), 62%; P. ramosa Prx1 (AAY89058),
63%; S. baicalensis Prx2 (BAAT77388), 62%; N. sylvestris Prx (Q02200),
60%; C. annuum POD2 (ABF48527), 60%

RcPrx05

P. alba x P. tremula var. glandulosa POD1 (AAX53172), 73%; G.
hirsutum POD4 (AADA43561), 71%; V. vinifera Prx (XP_002281755),
71%; L. usitatissimum FLXPER4 (AAC05277), 70%; A. thaliana PER52
(Q9FLCO), 66%

RcPrx06

G. max Prx (ACU17608), 80%; C. roseus CrPrx4 (AAX44001), 79%; N.
tabacum tpoxC1 (BAA82306), 78%; C. annuum CanPOD (ACMA47317),
78%; G. hirsutum POD7 (AAP76387), 78%
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C. roseus mepoxcunasbl 2a u 2b (CAP72489 and CAP72490), 80 u 81%,
cootBeTcTBeHHO; C. roseus CrPrx1 (CAJ84723), 74%; N. tabacum PER9-
6 (AAK52084), 73%; L. usitatissimum FLXPER3 (AAB02926), 71%; C.
cardunculus Prx2 (ADP37430), 71%

RcPrx07

3.3. ®dusoreneTnyeckuii anaaus nepokcuaas |l kiaacca

C moMoIpo METOJ0B MaKCUMaJIbHOTO Mpapaononodus (ML), makcumanbHOM
skonHomun (MP) u wmeroma «Omwxkaimmx coceneiw» (NJ) uccienoBaHbl
(GUIOTCHETHYECKUE  OTHONICHUS  MEXKJY  BBIBSJACHHBIMH ~ aMHHOKHCIIOTHBIMHU
nocienoBareabHoCcTsIME Tiepokcuaa3 |1l kmacca R. cordifolia u apyrux pacrenuid.
Tomosornn  (GUIIOTEHETUYCCKUX JICPEBLEB, ITOCTPOCHHBIX Pa3HBIMH METOAMH,
NPUHIAIIMATHHO HE OTJIMYAIOTCS, OJJHO M3 HUX MpejacTaBiieHo Ha Puc. 2. Bee y3mbl
BETBJICHUS (DUIIOTCHETHUECKOTO JIepeBa HAXOMATCS B COOTBETCTBHU C paHee
OImyOJIMKOBAaHHBIMHM JIAHHBIMH 110 (hritoreHuu nepokcuaas (Costa et al., 2008; Park et
al., 2003).

BripaBHMBaHHE aMHHOKHCIOTHBIX ITOCIICIOBATEILHOCTEH JUISI TIOCTPOCHUS
(UIOTCHETUYECKUX  JIEPEBhEB  IMOKA3aJlo, 4YTO AMHHOKHCIOTHBIE  OCTaTKH,
HEOOXOUMBIC JIJISi KaTalln3a, SIBJISIFOTCS CTPOT0 KOHCEPBATUBHBIMHU W COXPAHSIOTCS
BO BCEX MOCJICIOBATEIBHOCTAX MEPOKCHIa3 (HOMEP MO3UIMH YKa3aH B COOTBETCTBHUH
C TMOCJICJ0BATEIbHOCTRIO TepoKcuaasbl xpena): Arg38 um His42 yuactByoT B
rerepoiuTraeckoM pacmieruienun H,O, (Bhattacharyya et al., 1993); His170 wu
Asp247 BoBieYEHbl B NOAJEPKAHME KOOPAMHALMOHHBIX CBSI3€ BHYTPU TIema
(Gajhede et al., 1997); His42, Asn70 u Glu64 — He3aMeHMMBI AU KaTaJIUTHYECKOM
aKTUBHOCTH (hepMeHTa — (OPMHUPYIOT «JIOBYIIKY» s Bojopona (Tanaka et al.,

1997); 1 BoceMb OCTAaTKOB IIMCTeMHA (POPMHUPYIOT AucyibduaHbie MocTuku (Hiraga

et al., 2001).
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Pra-Arusticana-CAACOOS 3
Prx-Parichocarpa-XP_002310274

‘m:‘ox 1-Aofticinalis-BAASH9G2

PER72-Athallana-Q9F1Z9

e 93/85/99 PraG-Lochinensis-ACI2242S
——:mm.o.mm.wmol 14

Pra-Vovinitera. XP_002275309

wpbS- 1 batatas- ABR23055
swns| 10000100 i M{Icz b AAP2307

wpb 1L batatas- AAP4 2506
'|— Re Prx03 <R cordifolia-ADNSE%0@

POX4-C glauca-ABZS0408

Prx72-R < s-XP_002521512
POXIL-Psativum-BAD9743S
98/99/100 RePrx01-R condifolia-ACUS23S7@
ot RePrx05-R cordifolla-ADN9669S @
FLXPERY-L usitatissimum-AAC05277

S17.71
99/100/100 Prx-Parichocarpa-XP_002299006
DI-PalbaxPrremula- AAXS3172
PODS-G hinutum-AAD4 3561
Prx-V.vintera- XP_002281755

{ POD-C sativus- ACT78791

ReProdd -R condifolia-ADN96691@
Pra-V.vinifera-XP_002269169

00/98/1 /65157
- 1 L 4‘_:‘“40\1’1!1!“3-(”'.[5’5
Prx-Parichocarpa-XP_002320417

99/99/1 POD2-Car -ABF48527
Pra-Nosylvestris. Q02200

£4/59/53 ~POXB.-S miatica- AABITSS4
60/-/- ‘_'—Ci'nl‘m.mmm-,\:\wm
Pra2-S bacalensis- BAAT738S

L POXA-S asiatica- AAB97853
PERS2-Athaliana-Q9FLCO
Prx3-Aoificinaks-CADOTATY
7591/1 S47497 poxC 1N tabacum-BAAS2306
AanPOD-C anowum-ACM47IIT

51/./88 _:RC?I\OG-R.C(“’I'O")-.\D.\“W.‘.
Pra-G.max-ACU 17608
POD?-G hirsutum-AAP7GIST
_:ml-.\twmwl:.,\uono.t:
100/] ;“AO_OC:“WJ-I.MamAA,\PJ;‘S(N
‘ wpb- Lbatatas- ABR230S4
SVl _Prx-Poarichocarpa-XP_002328991
Prad-Coroseus- AAXS4001
_:m.v.nmrm-xp_m::m)o
3 RePro2-Rcordifolia-ACUS23S8@
mq pa7-Lbatatas-ABR23053

179

94/7791

Kaacrep 1

27172 J87/. Prxd7.R.co s XP_002518016
[ POX10.G hirsutum-ACJ 11766

Prx-Moruncatula-ACIS4613
PER47-Athaliana . Q9SZB9
PER12-A thaliana Q96520
PX2-P.abies-CAD9I2SS6
Eli] 1P crispum-AAAS8491

671174 ELP-E characlas-AAS97959
[, FLXPER-L usitatissimum-AAB02926
PER9.6-N tabacum-AAKS2084
Re Prx07 <R cordifolia-ADN9669@
149268 97/98/8 Pral-Croseus-CAJS4723
I571- 687199, Prx2b-C.roseus-CAPT2490
Pri2a.Croweus-CAPT2489
Prx2-C cardunculus- ADP37430
p— AZA2-V angularis- BAADI950
POD3-T hispida-ACNGOI 6] -

100/100/-

Kaacrep 2

Puc. 2. dunorenetnueckoe AepeBo nepokcuaas 31 Buaa pacTeHHi, MOCTPOSHHOE B
nporpamme Phyml. Yucnamu o6o3HaueHbl 3Ha4eHUsT OyTCTperna, pacCUMTaHHbIC IS
ML-, MP- u NJ-mMeTonoB cooTBEeTCTBEHHO. YepHbIMH KpYKKaMH OTMEUYEHBI
NEePOKCUIa3bl, MACHTU(PUIIMPOBAHHbBIE B HACTOSAIIEH paboTe.

[Ipu pacnpeneneHuu mnepokcuaas ObUIO OHApPYKEHO BaXXKHOE OTJIMYUE —

nocienoBarenbHocTH  RCPrx01, RcPrx03, RcPrx04, RcPrx05 wu RcPrx06,
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OoOBeIMHEHHBIE B TIEPBBIA KJIACTEP, UMEIOT aMHUHOKHUCIIOTHBIE ocTaTku Arg u Ser B
no3unusx 31 u 35 COOTBETCTBEHHO, TOT/Ia KaK B IOCIIEIOBATENBLHOCTIX NEPOKCUAA3S
RcPrx02 wu RcPrx07, oObeauHEHHBIX BO  BTOpPOM  KjacTep, HaxOAATCs
amuHOkucIoTHBIE octatku Thr3l u Gly35, Gly31 u Gly35 coorBercTBenno (Puc. 2).
CosmectHo ¢ Glul76 u Ser73, 3TM aMHUHOKHMCIIOTHBIC OCTaTKH HEMOCPEICTBEHHO
BOBJICUCHBI B TPOIECC CBS3bIBAHUSA BOJOpOAA MEXKIYy IEPOKCHUIA3aMH M
npormonaromoM rema (Bandyopadhyay et al., 1999). Baxno ormeruts, uto Glul76
u Ser73 SBIAOTCS KOHCEPBATMBHBIMH aMHHOKHCJIOTHBIMH OCTaTKaMHd BO BCEX
W3YUYCHHBIX TIEPOKCHAAa3aX. BHyTpH BTOpOTO KJIacTepa BBIACISICTCS Tpymma
mepokcuaas, BKmodas RCPrx07, xapakrtepusyrommuxcss Hammdmem Ca’'/CaM-
CBSI3BIBAIOIIETO JOMEHA.

Takum 00pa3oM, Ha TEpBOM 3Tane padOThl ObUIM HAECHTUPUIIMPOBAHBI
MOJIHOPa3MEpHBIEC TOCJIEI0BATEILHOCTH CEMH T€HOB, KOJMPYIOUIUX PACTUTEIbHBIC
nepokcuaasbl |1l kmacca R. cordifolia. Ilodydensl gaHHBIE O MPEANOIOraeMbIX
JOKaMM3alid W (PU3UKO-XMMUYECKAX CBOMCTBAX COOTBETCTBYIOIIUX OEIIKOB.
VYcTaHOBIEHO HAIMYUE BHICOKOM CTEMEHU TOMOJIOTUY C U3BECTHBIMU MEPOKCUIa3aMU
IPYTUxX pacTeHui. OUIIOreHETUYECKU I aHAJIN3 AMUHOKHUCIIOTHBIX
MOCJICIOBATEIPHOCTEM TEPOKCHAa3 MapeHbl © JPYruX pacTeHUH MoKaszail
JIOCTOBEpHOE pa3JieJiecHue Ha JBa KJacTepa B 3aBUCUMOCTH OT OIPEACIICHHBIX
aMHHOKHCJIOTHBIX 3aMEH B mo3unusax 31 u 35, a Takke KiacTepu3alnio NepoKCuaas,

HMCIOIIINX CalT CBS3BIBAHUS C KaJ]BI_[I/IeM/KaHBMOI[y.HI/IHOM.

3.4. Iddexr Tpanchopmanuu renamvu rolB, rolC u qukum mrammom A4

A. rhizogenes na nepokcuaassl |11 kmacca R. cordifolia

Bropoii aTan pabotsl BKItouan ananus nepokcuaas Il xmacca B kympTypax R.
cordifolia, tpanchopmupoBanubix remamu rolB, rolC u aukum mrammom A4 A,
rhizogenes, ¢ 1ienpro onpeseieHns BIUSHUAS TeHOB FOl Ha aKTUBHOCTh U COJIEPIKAHUE

(hepMEeHTOB.
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3.4.1. Dxcnpeccusi FeHOB NMEPOKCH/IA3 B TKAHAX JIMCTA, cTe0JIsl U B

KJIeTOUYHBIX KYJbTypax R. cordifolia

Ha mnepBon cragum OKCIEPUMEHTOB MBI  HMCCIENOBAJd  HAKOIUICHUE
TPAHCKPUIITOB MIEPOKCHIAa3 B TKAHIX PACTCHHUS M HOPMAJIbHOM KJIETOYHOM KYJIbType
R. cordifolia ¢ uenpr0 co3manus Oa3MCHOM JIMHUM IS COIIOCTABJICHUSA C
pe3yNbTaTaMy MOCIEAYIOMNX YKCIIEPUMEHTOB Ha KJIECTOYHBIX KYJIbTypax.

Okcnpeccust TeHOB RCPrx Obuia ycTaHoBieHa METOJIOM KOJIMYECTBEHHOTO
[1I[P-ananu3za ¢ wucnonb3zoBanremM KJIHK wMatpuii oOpasiioB, BBIJICICHHBIX U3
JUCTHEB, cTeOJIer 1 KieTouHbIX KyiabTyp R. cordifolia (Puc. 3; Taour. 6).

Bricokuii ypoBeHb 3KCIPECCU OOJBIIMHCTBA TeHOB RCPrX obHapyeH Kak B
JHUCTHSIX, TaK U B CTEOAX, UCKITIoUeHNE cocTaBmin reHbl RCPrx04, 4bu TpaHCKPUIITHI
ObLTM OOHApYXEHBI JIUIIbL B HE3HAUMTENbHBIX KoJumdecTBax, U RCPrx02, ypoBeHb
HKCIIPECCUU KOTOpOro okaszajics B 2.6—11.6 pa3 Huxe, 4eM Yy OCTaJbHBIX T'€HOB
RcPrx (Puc. 3; Tabn. 6). BaxxHo otMeTuth, 4yTo 3Kcrpeccust reHoB RCPrx B crebsix
BBIIIIE, YE€M B JIUCThIX. BeposATHO, 3TO CBsI3aHO C OOJbIIEH CTENEHBIO
JUTHU(UUUPOBAHUS  COCYIUCTBIX  TKaHell  crtebms  pactenus  (Grisebach,
1981).Hanpumep, koiaudecTBO TpackpuntoB nu3ohopmer RCPrx03 B ctebie B 4.5 pasa
Bbiie, yeM B Jucte (Tabn. 6). AHamOTWYHBIM NaTTEpH TKaHECTEIU(UUHOM
9KCIIpeccHu OOHapykeH y romoiiora um3odopmbel RCPrx03 — rema TP02 (82%
WJICHTUYHOCTH) aHWOHHOW Tmepokcumasbl Tabaka (Nicotiana tabacum), kotopas
ydacTByeT B TpoOIleccax JIMTHU(UKAIIUU, OCYIICCTBIISS MMOTMMEPH3AIUI0 KOPUIHBIX
cnuproB (Lagrimini et al., 1987). Ham anamu3 Takke mokasayi, 4TO TPAHCKPHUIITHI
RcPrx01, RcPrx06 u RcPrx07 mpeobnanaroT kak B IUCThX (76% OT 0o011ero ypoBHs
sKkcrpeccun TeHoB mepokcuaas R. cordifolia), tak u B ctebnsax (80% ot oOmiero
YPOBHSI SKCITpeccuu reHoB nepokcuaas R. cordifolia).

[Tomy4yeHHBIE JaHHBIE COOTBETCTBYIOT paHEE MPOBEICHHBIM IKCIIEPUMEHTAM U
CBUETEIBCTBYIOT O TOM, YTO OCOOCHHOCTH TKaHECHEIU(UIHON IKCIPECCUN TCHOB
RCPrx cooTBeTCTBYIOT MaTTepHaM HKCIPECCUU TOMOJOTUYHBIX T€HOB JIPYTUX BUJIOB

pactenuii. Hampumep, wuzodpopma RCPrx04, ornuyaBmiascss HU3KUM YpPOBHEM
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skcipeccun, romosiormaHa reHamMm POXA u POXB Striga asiatica (56% u 58%

COOTBETCTBEHHO), M KoysmyecTBO MX MPHK B TKaHSIX B3pOCIBIX PACTEHHH TaKkxXe
Obuto HemoctatounbiM s muHaukamuu (Kim et al.,, 1998). Yposens skcrpeccun
reHoB SWpb3 u swpb4 B Ipomoea batatas, romonoruunsix RCPrx06 na 73% u 77%,
COOTBETCTBEHHO, ObLI 3HAYMTENILHO BhINIE B CcTeONsAX, yeM B JucThiax (Park et al.,
2003; Kim et al., 2008).

YpoBeHb  3KCHpeccMH  BCEX  paccMaTpuBaeMbIX TeHoB  RCPrx B
HETpPaHCHOPMHUPOBAHHOMN KIIETOUHOU KYJIBTYPE MapeHbl CEPJIETUCTHON OBLT OUYEHb
Majn. PaHee yxe Oblla MPOJAEMOHCTPHUpPOBaHA BUIOCHEHU(PUYHOCTH AKTUBHOCTH
MIEPOKCHUIA3: TaK, HAIPUMEP, BHICOKAS aKTUBHOCTH BBISIBJICHA KaK B KaJUTYCHBIX, TaK U
CYCIICH3UOHHBIX KyJbTypax peapku (Raphanus sativus) (Moreno et al., 1989), toraa
KaK B KJIETOYHBIX KyJIbTypax MopkoBu (Daucus carota) mouru otcyrcrBoBaia (XU et

al., 1998).
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Puc. 3. DOnekrtpodopeTrnyueckoe pasielieHHe MNPOAYKTOB aMIUIU(PUKAIIMU TEHOB
NICPOKCHJIa3 ¥ aKTUHA B KJICTOYHBIX KYJIbTYpax, JUCThAX U ctebne R. cordifolia. R —
He TpaHchopMupoBaHHas kiaeTouHas KyiasTypa;, RBH m RCH — rolB- u rolC-
TpaHCPOPMHUPOBAHHBIC KJIETOYHBIE KYJIBTYPHI C BBICOKUM YpPOBHEM SKCIIPECCHH
TpaHcrena; RA4 — kneTouHas KyJabTypa, TpaHC(HOPMUPOBAHHAS TUKUM IITaMMoM A4
A. rhizogenes.
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Tabwnia 6
Dkcrnpeccus reHoB RCPrx B mucrte, crediie u KIIeTOYHBIX KysbTypax R. cordifolia
KonnuecrBo MPHK cemu renoB RCPrx,onpenenennsix ¢ nomonisto [1IIP-PB, B oTHOCHTENBHBIX €IMHULIAX
Ten R RBH RBRH/ RCH | RCHR RA4 RA4R |  Crebem Juer Cf:g; )
RcPrx01 | 0.009+0.001¢ | 0.472+0.021° | 152 | 0.009+0.001% | paBmoe | 0.011+0.002° | paBroe | 0.549+0.009° | 0.304+0.009° | | 1.8
RcPrx02 | 0.002:+0.001° | 0.219+0.002° | 1109 | 0.002+0.001° | paBroe | 0.003+0.001° | pasnoe | 0.084+0.001° | 0.075+0.002° | pasHoC
RcPrx03 | 0.001:+0.001¢ | 0.023+0.004° | 123 | 0.001+0.001° | paBroe | 0.001+0.001° | paBnoe | 0.243+0.005% | 0.054+0.001° | | 4.5
RcPrx04 | 0.002+0.001° | 0.114+0.004% | 157 | 0.006+0.001° | pasroe | 0.003+0.001° | pasmoe | 0.003+0.002° | 0.001+0.004" | pasHoe
RcPrx05 | 0.003+0.001¢ | 0.255+0.002* | 185 | 0.004+0.001% | paBroe | 0.002+0.001° | paBHoe | 0.224+0.006° | 0.193+0.005° | | 1.2
RcPrx06 | 0.009:+0.001% | 0.213+0.005° | 124 | 0.019+0.002° | paBroe | 0.006+0.001° | paBnoe | 0.694+0.009° | 0.275+0.002° | | 2.5
RcPrx07 | 0.001:+0.001° | 0.314+0.006° | 1314 | 0.001+0.001° | pasroe | 0.001+0.001° | paBroe | 0.973+0.027% | 0.454+0.008"° | | 2.1

R — HerpanchopmupoBaHHas kieTtouHas KynbTypa, RBH — Tpancrennast kierodnasi KyiabTypa ¢ BHICOKUM YPOBHEM JKCIPECCUU
rerHa rolB; RCH — TpaHcreHnHas kiieTo4Has KyJabTypa ¢ BRICOKUM ypoBHeM 3kcnpeccuu reHa rolC; RA4 — tpaHcreHHas KIIeTOYHAS
KyJIbTypa, TpaHchopMupoBaHHas AWKUM mTamMmoM A4 A. rhizogenes. JlaHHble TpEACTaBICHBI B BHJE CPEAHUX 3HAUCHHWHA =+

cTaHAapTHas omunOKa. Paznuuus B HaACTPOUHBIX MHAEKCAX (

a, b cd

) 0003HAYAIOT CTATUCTHUYECKH 3HaYMMylo pasuuiy (P < 0,05)

CpelIHMX 3HaYeHU B psaax. BepTukanbHbie cTpeidku T W | 0003HAYaAIOT YBEJIMYEHUE WIIM YMEHBILIEHHUE YPOBHS SKCIPECCHH,
COOTBETCTBEHHO.
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Ha npumepe KIeTOYHBIX KyNbTyp eHblmeHs (Panax ginseng) u amenbcuHa
(Citrus ~ sinensis)  ObpIO  [MOKa3aHO, 4YTO  AKTUBHOCTh  IIEPOKCHIA3 B
HeubdepeHIMPOBaHHBIX KaJUTycaX 3HAYUTEIbHO HUXKE, Y€M B OPraHOTCHHBIX W
IMOpHOHOTeHHBIX KieTouHbIX KynabTypax (Bonfill et al., 2003; Kochba et al., 1977).
Huskuii ypoBeHb SKCIPECCUU T'€HOB U aKTUBHOCTHU Tepokcuas (Tabm. 7) B KJIeTOUHOM
kynbTrype R. cordifolia oOycnoBiaeHbl, BEpOATHO, TEM, YTO €€ KICTKH HE MPOSBIISIOT
MpU3HAKOB MU PEPEHITMPOBKH U MPEACTABICHBI TUITHYHON KAJLUTyCHOW TKaHBIO.

Ucnonb3ys obpasnsl kJIHK, monydennsie u3 kynastyp RBH, RCH u RA4, mb1
MPOBENM aHANM3 MaTTEpPHA SKCIPECCHH T'€HOB MEPOKCUAA3 B TPAHCTEHHBIX KIETOYHBIX
KynbTypax  MapeHel. CoBMecTHas odkcmpeccuss reHoB rolB u rolC B
TpaHCc(HOPMUPOBAHHBIX ITaMMOM PRIA4 KieTkax He MNpHUBeNia K CYIIECTBEHHBIM
U3MEHEHHSM YPOBHS dKCIpeccuu reHoB nepokcuaas (Puc. 3). Dkcmpeccust rena rolC
TaK)ke He OKazayia BUIUMOTo 3(ddekra Ha cojep)kaHue TPaHCKPUIITOB TeHoB RCPrx mo
CPaBHEHHMIO C HEeTpaHC(HOPMUPOBAHHOW KyJIbTYPOM, TOTJa Kak 3Kcmpeccus reHa rolB
OKa3ajga 3HAYUTEIBHBIA CTUMYTUPYIOUIHI 3(PQGEeKT Ha DSKCIPECCHI0 BCEX T'€HOB
nepokcunaz R. cordifolia (Puc. 3; Tabn. 6). Tak, B rolB-tpaHncrenHoi KieTOYHOI
kynbType RBH xommgectBo tpanckpuntoB RCPrx07 yBenmuumnock ot 23 no 314 pa3 no
cpaBHeHHMIO ¢ KyiabTypoi R. M3 Bcex renoB, RCPrx0l oGmamam cambIM BBICOKHUM
ypOBHEM dKcmpeccuu, Toraa kak RCPrx03 — campiM HU3KUM.

Takum 00pazom, MBI TIOKa3aim, 4To TpaHchopmarus reHom rolB mpuBogut k

YBCIMYCHUIO SKCIIPCCCHUN OTACIIBHBIX I/I30(1)OpM IICPOKCH a3 B ACCATKH U COTHH pPas.

3.4.2. AKTUBHOCTH U U30¢epMeHTHBII aHaau3 nepokcuaas Il kiacca B

JIHCTe, cTe0J1e M B KJIEeTOYHBIX KyabTypax R. cordifolia

Ha Bropoii cTaiuu OSKCIEPUMEHTOB MBI HCCICIOBAJIM aKTHBHOCTH U
n30(hepMEHTHBII COCTaB MEPOKCHA3 B JIUCThIX, CTEOMSIX M KICTOYHBIX KyJIbTypax R.
cordifolia. YcranoBneHo, 4To 00IIass aKTUBHOCTh INMEPOKCHAA3 B JIUCTBIX M CTEOJIAX
pacTeHHs OTJIMYalach BBICOKAMH [OKAa3aTeIsIMM W 3HAYUTENBHO MpEBbIIIaja

AKTUBHOCTH IEPOKCHIA3 B HETPaHC(HOPMHUPOBAHHOM KIIeTOYHOH KynbType (Tabm. 7).
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Tabnuma 7
OO11ast aKTUBHOCTD TIEPOKCHIA3 U MTAPHOE CPABHEHHE B JIUCTE, CTEOJIC U KJICTOUYHBIX
kynbTypax R. cordifolia

OO011ast akTHBHOCTB TIEPOKCH1a3,
HKaT/T (CBekKeH OmomMacchl)

R 0.12+0.03"
RBH 6.3+1.10°
RCH 0.30+0.03"
RA4 0.14+0.06°
Crebenb 4.924+0.63*
JIuct 4.09+0.75%

R — HerpanchopmupoBaHHas kierouHas Kynbrypa, RBH — Tpancrennas knerounas
KyJIbTypa ¢ BRICOKHM YpOoBHeM dkcripeccuu rena rolB; RCH — tpancrennas kierouHast
KyJIbTypa ¢ BBICOKMM ypoBHeM 3kcrpeccuu reHa rolC; RA4 — tpaHcreHHas KiieToYHast
KyIbTypa, TpaHchopmupoBanHas gukuMm THIOM A4 A. rhizogenes. [lannble
NPEACTAaBICHbl B BHUJAE CpPEAHUX 3HAUYEHUW =+ cTaHAapTHas omuOka. Pasmuuus B
HAJICTPOYHBIX MHIEKCaX (% ) 0603HAYAIOT CTATHCTHYECKH 3HAYMMYIO pasHHIY (P <
0,05) cpenHUX 3HAYECHUI B psAJaX.

Hamm nanHbie moka3piBalOT 53-KpaTHOE YBEIMUYEHUE aKTUBHOCTH MEPOKCHIA3 B
rolB-skcripeccupyroriei kiaerounoit kynbtype (RBH) mo cpaBuenuio ¢ kyabTypoit R
(Tabn. 7). B ormuune ot RBH, B xietounsix kynbTypax RCH u RA4 He BbIsABICHO
CYIIECTBEHHBIX W3MEHEHHH B YPOBHE AaKTMBHOCTH MEPOKCHIA3 TIO0 CpPaBHEHUIO C
KOHTpOJbHON KynbTypolr R (Taba. 7). Ananus [lupcoHa BBISBUJI IOJIOKUTEIBHYIO
xkoppemsitiro (r = 0.985, p = 0.001) Mexay SKCIpeccHedl T'eHOB MEPOKCHIA3 H
AKTUBHOCTBIO ()EPMEHTOB B KJIICTOUHBIX KYJIbTypax, ucte u ctedie R. cordifolia.

MeTooM HAaTHBHOTO H303JIeKTpHueckoro Qokycupoanus (MIDD) OGenkoB B
rpaguente pH 3.0—10.0 ¢paxuus nepokcuaaz Oblia paszjiesieHa Ha W30(EPMEHTHI B
COOTBETCTBHH CO 3HAUYCHUSIMH M303JIEKTPUIECKUX Touek 0enkoB (Puc. 4).

B o0Opa3mnax, momydeHHbIX W3 JHCTa W CTEONsT pacTeHHus, OOHapYy>KEHBI BCE
MEPOKCUIA3bl B COOTBETCTBHUH C OTPECICHHBIMH U303JICKTPUUECKUMHU TOUYKaMHU OEJIKOB
(Tabn. 3). B wierounsix kynbTypax R u RA4 ynanoch oOHapyX HTh TOJNBKO OIHY
HIEJIOYHYI0 H30(OpMYy TEPOKCHUJIa3bl CO C€J1a00 BBIPAKEHHOW aKTHMBHOCTHIO, a B
kynbType RCH — nBe nmomosHutensHbie N30OPMBI MIETOYHON TPUPOIBI. DKCIPECCHUs

reda rolB BeI3Basia 3HAUMTEIBHBIC H3MEHEHHS B M30()€PMEHTOM COCTaBe IMEPOKCHIA3 U
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IIpHUBCJIa HC TOJIbKO K 3HAYHUTCIIbHOMY YBCIWMYCHHNIO AKTHUBHOCTHU, HO W BBIABJICHUIO

JOINIOJIHUTCIBHBIX IICIOYHbBIX 1 HeﬁTpaHBHBIX I/I30(1)OpM.

AHoN

Puc. 4. HarusHoe wu303nekTpuueckoe (okycupoBanue mepokcuma3 R. cordifolia B
ITAAT. M — OenkoBbIii Mapkep ¢ H3BECTHBIMU Pl 119  H303JIEKTPUYECKOTO
doxycupoBanusi, R — HeTpanchopMupoBaHHas KiIe€TOYHas KyneTypa, RBH -
TPAaHCTCHHAs KJIETOYHAS KYJIbTYpa C BRICOKUM ypOBHEM 3Kcrpeccuu reHa rolB; RCH —
TPAaHCTeHHAs KJIETOYHAsI KyJIbTypa ¢ BRICOKUM ypOoBHeM dkcnpeccun reHa rolC; RA4 —
TpaHCTEHHas KJIETOUHAs KyJbTypa, TpaHCOPMUpOBaHHAs NIUKHUM TUIOM A4 A.
rhizogenes.

Takum  oOpa3oM, TOMydYeHHBIE  Pe3yJdbTaThl  CBUICTEIBCTBYIOT,  YTO
CBEpX3KCrpeccus rera rolB mpuBoauT K yBEIMUECHUIO TPAHCKPUIIIMOHHOW aKTHBAIUH
nepokcunaaz Il kmacca B gecatku pas, 10 3HAUYEHUH, CONMOCTABUMBIX C TAaKOBBIMH B
opranax pactenus. bosnee toro, sxcnpeccus uzohopm RCPrx02, RcPrx04 u RcPrx05 B
kynbtype RBH Obuia Bbime, ywem B nucte wuiam crebne pacrenus (Tabm. 6).
W30 epMeHTHBIC CIEKTPHI TIepokcuaas 3tux oopasnoB (RBH, nucra u crebis) taxke
obun oueHb cxoxu (Puc. 4). B cBoro ouepens, cBepxakcnpeccus reHa rolC He okaszana
3HAYUTEILHOTO A (PeKTa HAa MEepoKCcHas3bl, 00Jiee TOrO, MPU COBMECTHON IKCIPECCUU
TpaHCTEHOB B KynbType RA4 Takxke OTCYTCTBOBAIM MPHU3HAKW aKTUBALMU (PEPMEHTOB.

BaxHO y4uHThIBaTH pa3HbIi ypOBeHb dKcrpeccuu reHa rolB: mo cpaBHenuio ¢ RA4, B
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KOTOPOM T'€H 3KCIPECCUPYETCS MOl KOHTPOJIEM COOCTBEHHOTO MPOMOTOPA, KOJIMYECTBO
tpanckpuntoB MPHK rolB B kymetype RBH B 2.8 pa3 Gombmre (Shkryl et al., 2008).
[TosTOMy BO3MOKHO, 3Kcnpeccus I0IB B qukom mraMMe HEAOCTaTOYHA JJIsl MHAYKITUH
nepokcuaas, onxHako Oonee BepostHo, 4to [I0IC wmm nppyrme remsr T-JIHK
KOMIICHCUPYIOT aKTUBUPYIONIHiA 3G dekT rolB, HuBenupys ero aeiicTBUE B OTHOIICHUH
nepokcuaas. [IpumeuaTennbHO, UTO aHATIOTUYHBIE JAHHBIE YKe ObUIH 3aperecTpupOBaHbI
paHee — HECMOTpS Ha OJM3KOPOACTBEHHOCTH TeHOB I0IB m rolC, onu mo-pasHomy
BJIMSIOT Ha JKU3HECIIOCOOHOCTh KIETOYHBIX KyabTyp (Schmiilling et al., 1988), 6ananc
kaneius (Bulgakov et al., 2003), gyBcTBuTenbHOCTh K aykcuHam (Maurel et al., 1991),
poct (Capone et al., 1989; van Altvorst et al., 1992) u OuocHHTE3 BTOPHYHBIX
metabonmutoB (Shkryl et al., 2008), uyTo CBHUICTEILCTBYET B IOJB3Y IOCICIHETO
IPEITOJIOKEHUS.

Panee moka3zaHo, 4TO CBEpXdKCIpeccuss TeHa r0IB mpuBoauT K MOAYJISALINU
ypoBHsI BHyTpukieTouHbix A®DK, aktuBanum reHoB HAJI®H-okcuaaspl, a Takke
HEKOTOpHIX (pepMeHTOB aHTHOKcHaaHTHOU cuctembl (Bulgakov et al., 2013). B cBsizu ¢
TEM, YTO TIEPOKCHUIA3bl TAKXKE SIBJISIFOTCS BaKHBIM 3BEHOM aHTHOKCHJIAHTHOW CHCTEMBI,
Ha CJICIYIOIIEM JTare HMCCIEAOBaHWN HaM MPEICTOSANIO OMPEICIHTh, SBISETCS U HUX
akTuBanus rolB-crieruduunol (yHKIMEH WM HecHenu(DUIHBIM KOMITEHCATOPHBIM
MEXaHM3MOM Ha ()OHE U3MEHEHs peIOKC-CTaTyca B TPAHCPOPMHUPOBAHHBIX KIIETKAX.
Jlyis 5TOr0 HAM HEOOXOAMMO OBLIIO BOCCO3/ATh YCIIOBHS MOBBIIICHHOTO COJCPYKAHUS
BHYTpUKIETOUYHBIX ADK U ¢ 3TOH [Enbl0 MBI HCIONB30BAIN KJICTOYHBIC KYJIBTYPHI
MapeHbl CepALeTUCTHON, TpaHchopMUpoBaHHBIE MyTaHTHRIMU (opMamu reHa AtCPK1
— KaJIbIMiA-3aBUCUMOY TPOTEUHKUHA3BI apaOuIOTCUCa, KOTOpasi SIBJISIETCS U3BECTHBIM

aktuBaTopoM HA JI®OH-okcuaassl.
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3.5. Briusinne noBpimieHHOro ypoBHsi A®K Ha akTuBHOCTH nepokcuaas |1 kiaacca

R. cordifolia

3.5.1. Ananu3 conep:xkanuss ADK B kierounbix KyabTypax R. cordifolia,

TpaHCc(hOPMHUPOBAHHBLIX MyTaHTHBIMH (popmamu AtCPK1

MetonoMm KOH(pOKaTbHOW MHUKPOCKOMHHM YCTaHOBJEHO, YTO B HOPMAaJbHOW H
TpaHchopmupoBanHoi HeakTHBHON (hopmoii rena AtCPK1 (AtCPK1-Na) kimeTouHbIx
KYyJIbTYpax MapeHbl cepaueauctHor ypoBeHb ADK Haxomuicsa B mpeaenax HOPMBL,
TOrJAa Kak TpaHchopMmamms IMOoCTosHHO aktuBHOW Qopmoit AtCPK1 (AtCPK1-Ca)
BbI3bIBAJIa 3HAYHMTENbHOE yBenndyeHue koimdectBa ADK B xuBbix kierkax (Puc. 5).
Taxxe Hamu OOHapYXEHO YBEIMUYEHUE pa3MepoB KIETOK B KyibType R-Ca mo
cpaBHEeHHIO ¢ KynbTypamMu R u R-Na. Pazmep KieTok ompenensiu Kak MONEepedyHYyIo
HIMpUHY; OHA cocTaBwia 59.3 £ 2.2 mxm, 51.2 £ 2.3 mMxm u 81.3 + 3.2 MM 115t
kieTouHblXx KynbTyp R, R-Na m R-Ca coorBercTBeHHO. MIHTEpECHO OTMETHTBH, YTO
MEXy pa3MepoM KJIETOK U ypoBHEM cojepkanusi ADK HabmogaeTcs monoxxureabHas
Koppemsiius, Onu3kas k jmHerHoi (I = 0.987, p = 0.05). OgHako COMyTCTBYIOMINM
3¢ (deKToM CTano TOPMOKEHHUE POCTA U JIETCHHUS TPAHCTEHHBIX KJIETOK IO CPABHEHUIO C

KJIETKaMH HETPaHC(HOPMUPOBAHHOM KYJIbTYpPbl MApPEHBI CEPALICIIUCTHOM.

3.5.2. Anaau3 nepoxkcuaas |11 knacca B kieTounbix KyJabTypax R. cordifolia,

TpancGopMUPOBAHHBIX MYTAaHTHBIMH (popmamu AtCPK1

B pesynbraTe paszgeneHuss H30(PEPMEHTOB TEPOKCHIA3 B KOHTPOJIBHOM U
TpaHOpMHpPOBaHHBIX ~ MyTaHTHbIMH  ¢opmamu  AtCPK1  kynbrypax  MapeHsl
CepALEIUCTHON ObUTH MIEHTU(UIIMPOBAHbI OJIHA LIENI0YHAst N30(popMa B KylbType R u
onna pomnonuutenbHas — B AtCPK1-Ca-tpancrennoit kynbType; u30(epMEHTHBIN

coctaB B AtCPK1-Na-tpancreHHoii KyJibType He OTIMYAJCS OT KOHTPOJIbHON KYJIbTYPbI

(Puc. 6 A).
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R R-Ca R-Na

Puc. 5. Coxpepxanue axkTUBHBIX (OpPM KHCIOpPOJa B KYJIbTypax MapeHbI
cepauenuctHoi. R — HopmampHas kietouHas KyneTypa, R-Ca — AtCPK1-Ca-
tpancrenHas u R-Na — AtCPK1-Na tpancrenHas KyJIbTypBhl.

C 3TUMU TaHHBIMU COTJIACYIOTCSI PE3yJbTaThl U3MEPEHHUS 00IIeH NepOKCUAA3HON
akTUBHOCTU. Tak, B TpaHchOpMHpOBaHHON HeakTuBHOUW (opmoit rena AtCPK1
KyJIbTYpe MapeHbl HE BBISABICHO 3HAYUTEIHHBIX N3MEHEHUH aKTHBHOCTH 0 CPABHEHUIO
c kontpombHOM (0.11 Hxat/r w 0.13 HKaT/T COOTBETCTBEHHO), TOTJAA Kak
ceepxakcnpeccus AtCPK1-Ca BbI3Bajla HE3HAUMTEIBHYIO AaKTUBALMIO TIEPOKCHA3,

cocraBuBInyto 0.17 Hkat/T cBexeit ouomaccsl (Puc. 6 b).
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Puc. 6. HatuBHoe uzonnexTpuueckoe QokycupoBanue mnepokcunas B [TAAI (A) u
oOrras mepokcuaasHas akTMBHOCTH (B) B kierounsix KyiabTypax R. cordifolia. M —
OCNKOBBIA MapKep C M3BECTHHIMU 3HAUYCHUSIMH HM303JICKTPUYECKHX Touek, R —
HeTpaHchopMHUpOBaHHas KieToyHas KyiabTypa, R-Ca — AtCPK1-Ca-tpancrennas u R-
Na — AtCPK1-Na TpaHcrenHas KJI€TOYHbIE KYJIbTYpHI.

Takum 00pa3oMm, HAMH MOKa3aHO, YTO B YCJIOBUAX MOBBIIMICHHOTO COJACPIKAHUS
AO®K Ha done Tpanchopmanuu nmoctosHHO akTuBHOM Qopmoit AtCPK1 He mpoucxonut
3HAUUTEIBHOM  aKTUBAallMU  PACTUTEIBHBIX  MEPOKCUAA3 1 Kjlacca B
TpaHC(OPMHUPOBAHHBIX  KyJbTypax MapeHsl cepanenuctHod. Ha  ocHoBanuu
MOJIYYCHHBIX PE3YIbTATOB MOXKHO CHACNIATh 3aKIFOUYCHHUE O TOM, YTO dP(HEKT aKTHBAITUU
sBsieTcs creruduuHol (yHKImer reHa rolB. B aToit cBsi3u, Ha cleayromeM 3rare
paboThl HaM TPEICTABILIOCh MHTEPECHBIM BBISCHUTH B3aMMOCBSI3h MEXIY YPOBHEM
IKcTpeccuu TpaHcreHa u dddexrom aktuBammu mnepokcunas Il kmacca B kymbTypax

MapeHbI CEPALIECITUCTHOM.

3.6. Bausinue ypoBHs 3kcnpeccuu rolB Ha akTuBauuio nepoxcuaas 111 kinacca

3.6.1. Anaau3 s3xcnpeccun reHoB RCPrx B rolB-rpancdopmupoBanHbIX

KJETOYHBIX KyJabTypax R. cordifolia
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C momompto ITP-PB MbI ompenenunm skcnpeccuto reHa rolB m cemu reHos
RCPrx B koHTposbHOM 1 r0IB-TpanchopMUpOBaHHBIX KYJIbTYpaxX ¢ HU3KHM, CPEIHUM U
BBICOKMM ypoBHeM 3kcrpeccuu rera rolB (RBL, RBM u RBH cootBercrBenno) (Puc.
7). Dxcnpeccust rera rolB cocrasuna 0.06+0.01, 0.27+0.02 u 0.7£0.06 otH. en.
COOTBETCTBEHHO. YBEJIMYEHHE KojuuecTBa TpaHCKpunToB RCPrx B kymbprypax RBL,
RBM u RBH cocraBuio ot 3 10 31, ot 10 10 59 1 o1 17 10 125 pa3 mo cpaBHEHUIO C HE
TpaHC(HOPMHUPOBAHHON KyIabTypoli R cooTrBeTcTBeHHO. MBI TOKa3aiu, YTO MATTEPH

IKCIIPCCCUHU COXPAHATICA HCU3MCHHBIM BO BCCX TPCX rOIB-TpaHCFCHHBIX KYJIbTYpax.
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Puc. 7. Oxkcmpeccus tenoB rolB, RcPrx01—RcPrx07 wu oOmias mepokcumasHas
aKTUBHOCTh B KJICTOYHBIX KynbTypax R. cordifolia. R — uerpanchopmupoBanHas
kierouHas kynbtypa; RBL, RBM, RBH — TpancreHHblie KjaeTouble KyJbTYPhl C HU3KUM,
CpPEeIHMM ¥ BBICOKUM YpPOBHEM DOKcrpeccuu TeHa FOlB coorBercTBeHHO. [laHHBIC
OpEeJICTaBICHbl B BUJE CPEAHMX 3HAUCHUM + cTaHmapTHas omuOka. Paznuuus B
HaacTpounsix HHAeKcax (¥ %) 0603HAYAIOT CTATHCTHYECKH 3HAYMMYIO pasHHMIy (P <
0.05) cpenHux 3HAYCHUI B psAAX.
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CaMble BBICOKHE TIOKA3aTeIM YPOBHSI SKCIIPECCHH OBLTH OTMEYCHBI JIIS N30(hopM
RcPrx01, RcPrx02, RcPrx06 u RcPrx07, torma kax mzodopma RCPrx03 ormmvanack
caMbIM CJIa0bIM YPOBHEM ODKCIPECCHHM BO BCEX Tpex I0IB-TpaHCreHHBIX KYJIbTypax.
Ananu3 [lupcoHa BBISBHJI BBICOKYIO ITOJIOKHTEIBHYIO KOPPEIAIHIO MEXIYy YPOBHEM

sKcrpeccun reHoB rolB u mepokcumas RCPrx01—RcPrx07: r = 0.961, p = 0.039.

3.6.2. AHA/IU3 aKTHBHOCTH U U30¢)epMEHTHOTr0 cocTaBa nepokcuaas Il kiaacca B

rolB-rpancdopmupoBannbix KyabTypax R. cordifolia

AHanmu3 oO0uiel NepoKCHUIA3HOM aKTUBHOCTH COTJIACYETCS C TOJIyYEHHBIMU
JAHHBIMH 00 OKCIOPECCHUH HMHIUBUAyalbHBIX H30(opM ¢epmenToB B  r0IB-
TpaHchopMuUpoBaHHEIX KynibTypax R. cordifolia (Puc. 7).

Tak, mo cpaBHeHHMIO ¢ HE TpaHCHOPMUPOBAHHOM KyJabTypoil R, oOmas
MEepoKCUaa3Has AaKTUBHOCTh B TpaHCreHHbIX KyiabTypax RBL, RBM wu RBH
yBenuuunack B 23, 61 m 86 pa3 COOTBETCTBEHHO. B pe3ynbrare BHYTPEHHETO
CpPaBHEHUSI BBISIBJICHO 2./-KpaTHOE YBEJIMYEHHWE AaKTUBHOCTH B KyiabType RBM
orHocuTenbHO RBL u 1.4-kpatHoe mnoBbIlIEHWE aKTUBHOCTH B KynbType RBH
otHocutTeabHO RBM. Ananus [Tupcona nokaszan HaIMuue MOJIOKUTEITHBHOU KOPPETSAITUN
MEXKIy YPOBHEM JKCIpeccuu reHa rolB m oOmieit mepokcuma3HoOi aKTHBHOCTBIO (I =
0.985, p = 0.001), a Takke MexAy OIKCIOpeccueld WHAWBHIYATbHBIX HU30(hOpM
NepoKCcHIa3 U oOIIel nmepokcuaasHoi aktuBHocThio (I = 0.977, p = 0.023) B rolB-
TPAHCTEHHBIX KYJIbTypax MapeHbl CEPIIIETUCTHOM.

AnanornuHasi TeHIEHIMS ObUla OTMEYEHa MO pe3ylabTaTaM H30(EepPMEHTHOTO
pazneneHus nepokcunas B [IAAL: ycTaHOBICHO HamU4Ke TOJIBKO OJTHOM M TpeX ciabo
BBIPAKEHHBIX M30(opM IenoyHol mpupoasl B KyiabTypax R u RBL coorBercTBeHHO,
TOTJIa KaK B TpaHCTEeHHBIX KynbTypax RBM u RBH ynanocs mnentudummposats He
TOJIbKO TIOSIBIGHUE JIOTIOJHUTENbHBIX H30()OPM, HO U 3HAYUTEIBHOE YBEIWYCHHE
aKTUBHOCTH Yyke oOHapyxkeHHbIX (Puc. 8). Ilpum 3TOM TeHACHIUS YBEIUYCHHUS

aktuBHOCTH B pany R—RBL—RBM-—RBH coxpansercs.
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AHom M R RBL RBM RBH
pI 4.5

P16.8
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Kartoa

Puc. 8. HatmBHOe wu3031eKTpHuecKkoe (HOKYCHpOBAaHUE MEPOKCHIA3 B TPAHCTEHHBIX
KJICTOUHBIX KyJibTypax R. cordifolia ¢ pa3sHeiM ypoBHeM 3kcrpeccu reHa rolB. M —
Mapkep Ui HM303JeKTpuueckoro (okycupoBanusi, R — HeTpaHchopMHpOBaHHHAS
kierounas kyneTypa; RBL, RBM, RBH — TpaHcreHHbie KJIETOUHBIE KYJIbTYPHI C
HU3KHM, CPETHAM U BBICOKHM YPOBHEM 3KCIpeccuu reHa rolB cooTBeTcTBEHHO.

Takum o00pa3zom, Ha JaHHOM »HTarne padOThl YCTAHOBJIEHO, YTO aKTHBAIUS
pactutenabHBIX Tiepokcuaas Il kmacca B ycimoBusix cBepxakcmnpeccuu rena rolB Hocut
J1030-3aBUCHMMBIN XapakTtep. [lokazaHO HanM4ue MOJ0KUTEIBHOU KOPPESALUU MEKIY
YPOBHEM aKTHUBALMU TMEPOKCUJIa3 U SKCIPECCUHM TPAHCT€HA B KIETOYHBIX KYJIbTypax
Mapensl cepauenuctHod. Kpome toro, B psiny RBL—RBM-—RBH npoucxoaut
CHU)KEHHE CTENEHU AaKTUBAIMH, YTO CBHJETEIBCTBYET O JOCTHUKEHUU 3HAYCHUM,

OJIM3KUX K OMOCUHTETUYECKOMY MAaKCUMYMY B UCCIIEAYEMOMN KIIETOYHOM KYJIbTYpe.

3.7. AkruBupyomuii 3¢ ¢exr rolB Ha nepoxcuaaspl 111 ki1acca B KJIeTOYHBIX

kyabTypax R. cordifolia B pa3ubix pazax pocra

3.7.1. Innamuka sxcnpeccun renoB nepokcuaas 11 knacca R. cordifolia

Jlns onpenenenus nuHamuku coaepkanuss MPHK reno nepokcunas |l kinacca B

TEUYeHUE maccaka ObuTH BBIOpaHBl KOHTposibHas (R) u rolB-tpancdopmupoBanHas
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KyJIbTypa MapeHbl CEPIIEIIMCTHON C BEICOKAM ypOBHEM dKcripeccuu Tpancrena (RBH).
Pesynbratel III{P-PB mnoka3anu, uyto skcmpeccus reHoB mnepokcupaas |l kmacca B
kyaeTypax R m RBH cymectBenHo oTimuanach B TeueHwe mnaccaxa (Puc. 9). B
HETPaHC(HOPMHUPOBAHHBIX KJIETKAX IMHK OSKCIPECCHH OOJBITUHCTBA TEHOB RCPrx
HaOmoaancs Ha 20-pIil I6Hb, YTO COBMAAANIO0 C MUKOM aKTUBHOCTHU mepokcuaas (Taou.
8). B rolB-TpancrenHol KyJbType MUK 3KCIPECCHU TEHOB MEPOKCHIA3 HAOIIOAAIN Ha
15-p1i1 menb, uckimoueHue coctaBunu RCPrx03 u RCPrx04, y KOTOpeIX MakCUMyM
sKcHpeccun HaOmromanu Ha 20-blii geHb KyabTuBHpoBanus (Puc. 9). BaxHo oTMETHTD,
yto y Bcex wu3zodopm RCPrx, 3a wuckmouennem RCPrx03, mpowmsomen capur
MaKCHMAaJbHBIX MOKa3aTelell ypOBHs JKCIpeccuu B Oosee paHHIO ¢asy, Toraa Kak
oOlMil TaTTEpPH SKCIPECCHH TMpU ATOM TMpakTthuuecku He wudMeHwics (Puc. 9). B
KyJaeType R ypoBeHb skcnpeccuu Bcex nzodopm RCPrx 6nu1 Ha mopsimok HUXKE, 4eM B
RBH, Ha Bcex cTaausx maccaxa, mpy 3TOM HauOOJIbIITNE 3HAYEHUSI ObLITH OTMEUEHBI JIJIS
uzoopm RCPrx01 u RcPrx02 (Puc. 9). B kynstype RBH nHaubombiiee xonmuectBo
tparckpuntoB MPHK obnapyxeno mis uzodpopm RCPrx01 u RcPrx06.

WccnenoBanne auHaMUKH 3KcIpeccuu TeHoB nepokcunas |l kmacca mo3Bommiio
UACHTUDUIIPOBATH PA3IMUMS B TATTEPHAX AKCIPECCUU WHIUBUAYATBHBIX W30(OpM U
OTIPEJICINTh MX BO3MOXKHOE YYacTHE B Mpolleccax >KU3HeAesTeIbHOCTH. M30¢opMbl
RcPrx01, RcPrx05 u RCPrx07 umeroT cxoxuil maTTepH SKCIPECCHH C HAIUYUEM JBYX
NMKOB — B (haze JIMHEHHOro pocTa U B cTamoHapHou ¢aze. CpaBHEHHE HYKJIEOTHUIHBIX
MOCJIETIOBATEILHOCTEH BBISBHIIO BBICOKYIO CTEIIEHb TOMOJIOTHU MEXIYy H30(hopMamMu
RcPrx01, RcPrx05 u renamu nepokcunas SSP1, SSP2 u SSP5 Senecio squalidus L. (ot
76% no 82% WIEHTUYHOCTH), KOTOpPhIE B OONBIINX KOJWYECTBAX HAKAIUIUBAIOTCS B
phUIbLIE B Meproi (GpopMHpoBaHus 11BETKOBBIX opraHoB (Mclnnis et al., 2005). Kpome
TOTO, HaM{d YCTaHOBJICHO, YTO TMPOICHT HACHTHYHOCTH aMHUHOKHUCIOTHBIX
nocienoBatenbHocTel 0emkoB RCPrx01 u RCPrx05 nocratouno Benmuk — 82% (Tabu. 4),
YTO TAK)KE€ MOXKET KOCBEHHO CBHJICTEILCTBOBATH O HAJIMYMMU y HUX OOMUX (PYHKITHIL.
N3odopma RCPrx07 na 80% romonornyna uzodopMe MEpoKCUaa3bl apaOuIorcuca
AtPrx37, cBepxakcmpeccHsi KOTOpOW MPUBOAUT K HHTHOWPOBAHUIO POCTA PACTCHUS

(Pedreira et al., 2011). Kpome Toro, oba wu3odepMEeHTa HMEIOT BaKYOJSPHYIO
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Puc. 9. Dxcnpeccust cemu renoB RCPrx01—RcPrx07 B HerpanchopmupoBanHoi u rolB-
TpaHcreHHoU KynbTypax R. cordifolia B pasHbeix ¢asax pocra: nar-dasa (5 gHeit), ¢asza
nuHeriHoro (15 mueit) u 3amennenHoro (20 gHel) pocta, a Takke cTarmoHapHas (asza
(30 nmeit). R — HetpanchopmupoBaHHas KieTouHas KyiabTypa, RBH — Tpancrennas
KJICTOYHAas KyJIbTypa C BBICOKUM YypOBHEM OJKcrpeccud reHa roIB. [lanHbie
IPEICTaBICHBl B BHJC CPCAHMX 3HAUCHUH + cTaHmapTHas omuOka. Paziauuus B
HAJCTPOYHBIX HHAEKCaX 0003HAYalOT CTATHCTUYCCKU 3HaumMmyro pasuuiy (P < 0,05)
CPEOHUX 3HAYCHHM.

nokanu3anuto. Taxxe RCPrx07 wna 83% romomornuna wuszodpopme AtPrx33
apabumorcuca, KOTopasi MHUIUAPYET PACTSHKCHHUE KIETOK M OCYIIECTBIISIET PETYIISIINIO
IPOIIECCOB POCTa TOCPEICTBOM OKucieHUs aykcuHoB (Passardi et al.,, 2006). B
COBOKYIHOCTH, TOJIYYCHHBIC JaHHBIC MO3BOJISIIOT MPEANOJIOXKUTh, YTO H30(POPMBI
RcPrx01, RcPrx05 u RcPrx07 ygacTByroT B mpormeccax pocta u audPpepeHIIHPOBKH.
VYBenuueHue MUX SKCOPECCHH B KOHIIE TMacca)Xa MOXKET OBIThb CBS3aHO C MacCOBOM
THOENTbI0 KJIETOK W TOJATOTOBKOW 00Jiee MEIKHX MEPUCTEMHBIX KJIETOK K JEICHHIO.
KomndectBo TpanckpuntoB RCPrx03 m RcPrx04 6muto odeHs Mano Ha BCEX CTaIUAX
naccaxa (Puc. 9), Torma kak B yCJIOBHSX CTpecca MX OJKCIPECCUS 3HAYUTEIIBHO
yBenmunBanachk (Puc. 11). Ilpu 3ToM, kak ObUTO ykazaHo panee, uzodopma RCPrx03
romojiornyHa TeHy TP02 mepokcumasbl Tabaka, KOTOpas y4dacTBYeT B Ipolieccax
JUTHU(UKAIIAA, YTO TaKXKe SBISCTCS YacThiO 3aAIMTHON CTpPATeTUU PaCTHUTEIHLHOU

KIJICTKH.

3.7.2. lmHaMuKa n30()epMEHTHOI0 COCTaBa U AKTUBHOCTH nepokcuaas 11 kiaacca

[TpoBeneH n3ohepMEHTHBIM aHAIHM3 TTIEPOKCH/Ia3 U aHAIM3 OOIIEeH IEePOKCHIa3HOM
AKTUBHOCTH B KOHTPOJILHOM U r0lB-TpaHcreHHbIX KyiabTypax MapeHsl (Tabmuna 8; Puc.
10). B kyabType R Obuta uaeHTHHUIIIPOBaHA 0iHA W30OpMa IETOYHON IPUPOIBI Ha
BCEX CTAIUSIX W TMOSIBJICHUE JIOMOJHUTEIHLHON — B KOHIIE Macca)ka, TpU — B KJIECTOYHOM
kyneType RBL, Torma kak B KyJbTypax C HAWBBICIIMM ypPOBHEM 3Kcmpeccuu rolIB
(RBM u RBH) oOHapyXuau 3HAQUMTCIbHYIO aKTHBAIIMIO M TOSBJICHUE

JIOTIOJTHUTEBHBIX M30(opM BO Beex (hazax pocra (Puc. 10). [TomydeHHbIE pe3yabTaThl
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COTJIACYIOTCSl C JaHHBIMU 00 3KCIpeccud M o0miel akTuBHOCTU mepokcuaas (Puc. 9,
Tabm. 8).

N3odepmenTHbIE CHEKTPBI nepokcuaas JEMOHCTPUPYIOT HaJIM4ue
akTUBHpYyomero dgdexra reHa rolB na ¢pepmentsr Ha Bcex cramusx pocra (Puc. 10).
JleHCUTOMETpUYECKHUI aHAJIU3 TIO3BOJIMII YCTAHOBUTH, YTO MEPOKCUA3HASI aKTUBHOCTh
Ha 5-bIi JIeHb Macca)ka BO BCEX KyJIbTYpax JIOCTATOYHO BBICOKA, UTO CBS3aHO, BEPOSITHO,
C COXpaHEHHEM BBICOKOW MEPOKCHIA3HON aKTUBHOCTH B HHOKYJIHPYEMBIX KJIETKaX.
KauectBenHble paznuuus W30()epMEHTHBIX MATTEPHOB B TPAHCTEHHBIX KyJbTypax RBM
u RBH wMuHHMManpHBI, OJHAKO, B TMOCIEAHEH NPUCYTCTBYIOT JIOTIOJHUTEIbHBIC
n30(OpMBI IIETOYHON MNPUPOBI, KOTOPBIE TAKXKE MOABISIIOTCA B KyiabType RBM B
koH1ie naccaxa (Puc. 10, 30 nueit).

MBI TOKa3anu yBEIMYCHHE TIEPOKCHIIA3HOW aKTMBHOCTH BO BceX Tpex rolB-
TPAHCTEHHBIX KYJIbTYpax MO CPaBHEHUIO C KOHTPOJIbHOU KynbTypoi (Tabu. §). JlanHbIi
3 deKT coxpaHseTcs Ha BceX cTaauax pocra. Haubiciive 3HaYeHHs] MEPOKCHUIAZHOM
aKTUBHOCTH B FO|B—TpaHCreHHBIX KyJIbTYpax JOCTUTAIOTCS Ha 15-bIid eHb — B (baze
JUHEMHOr0 pOCTa, KOI/Ia AKTUBHBI NPOLECCHl KJIETOYHOIO JEJIEHHMS U CHHTe3a
CTPYKTYPHBIX 3JIEMEHTOB KJIETKH. BEposITHO, B 3TOT MepHO] MEPOKCH Ia3bI BBHITIOTHSIIOT
HE CTOJBKO 3alIUTHYIO, CKOJIBKO PEryJsTOPHYIO (YHKIMIO, H3MEHSS IUJIOTHOCTb
KJIETOYHOW CTEHKHU U MPUHHMAas y4acTHe B Mpoleccax JAeJeHHs U pacTskeHus. OIHuM
U3 BO3MOXKHBIX OOBSICHEHUM BBICOKOW akTMBHOCTH mepokcuma3 |l kmacca moxer
CIIy’KUTh U3BECTHBIN (hakT 00 MX POJU B KaTaboJM3Me ayKCUHOB, KOTOPBIC BIMSIOT Ha
cocoOHOCTh KjaeToK K nencHuto (Romano et al.,, 1991). B uacTHOCTH, OKHUCIISS
Monekyiasl YK, mepokcuiasel yMEHBIIAOT BHYTPUKIIETOUHBIM YPOBEHb AyKCHHOB
(Hinnman, Lang, 1965). OnHako JaHHBIA CIICHAPHI MAJIOBEPOSTEH B CBS3H C TEM, UTO
ATOT IpoLEecC NpUBEN Obl K U3BMEHEHHIO 0ajaHCa ayKCMHOB/IIMTOKUHUHOB; 3TO, B CBOIO
ouepeib, BBI3BAJO OBl M3MEHEHHWS B (PEHOTHNE KYyJbTyphl C 0Opa3oBaHHEM
JIOTIOJTHUTEIBHBIX KOPHEH WM TOOETOB, a TaKKe 3HAYUTENIbHOE YBEINYEHUE POCTOBBIX
napaMeTpoB, UYTO HE XapakTepHo s rolB-tpancrennsix kyneTyp (Tabmuma §;

Bulgakov et al., 2012).
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Puc. 10. HaruBHOe wu3odmexkTpuueckoe (OKyCHpOBAaHHE IEPOKCHAA3 B KIETOYHBIX
kyneTypax R. cordifolia ¢ pasHeiM ypoBHeM skcmpeccu TeHa rOIB B pasHbix ¢azax
pocra: nar-gasa (5 guei), ¢haza nuHeitnoro (15 nueit) u 3amennennoro (20 mgHei) pocra,
a Tarke crarmoHapHas daza (30 gHeill). M — Mapkep I H303JIEKTPUYECKOTO
dbokycupoBanus, R — HerpanchopmupoBanHas kierounas KyiabTypa; RBL, RBM, RBH
— TpPaHCTeHHbIE KJIETOYHBIE KYJIbTYPHl C HH3KUM, CPEIHHUM U BBICOKUM YPOBHEM
aKcrpeccuu rena rolB cooTBeTcTBEHHO.

OnHa W3 TIaBHBIX (DYHKIUN IMEPOKCHOA3 — PEryisius YPOBHS IEPEKUCH —
CUTHAJIbHOW MOJICKYJIbI, KOTOpPas OCYMIECTBIAET KOHTPOJIb MPOIECCOB PaCTSHKECHHS
(Passardi et al., 2004). B wactHocTH, paHee Ha mpumepe kabauka (Cucurbita pepo)

ObLIO TOKa3aHo, uto Hakoruienne MPHK anmonnoi nepokcuaassl APRX makcumanibHO
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B 30HE DJIOHTAIMM THIOKOTENS, TJAe HEOOXOIUMO TMOMICPKUBATH HU3KUI YPOBEHb
nepekucu (Dunand et al., 2003). ITepokcuaassr 11 kmacca Takke MOTYT OCYIIECTBIISATH
OKHCJIEHHE acKkopbaTa ¢ MOCIeayIoIM o0pa3oBaHueM jaeruapoackopoara (Yamazaki,
Piette, 1961; Kvaratskhelia et al., 1997), torma kak COOTHONIEHHE MABYX OTHX
COCIMHCHHI B aroIuIacTe SIBJISICTCS OJHUM W3 KIFOUEBBIX MMOKA3aTeNeH U yCIenTHOTo
pacTsokenus kiaetouHor crtenku (Kato, Esaka, 1999). K konmy maccaxa, Korma
TOPMO3HUTCS AKTHBHOE JIEJICHUE KIETOK W TMPOUCXOIUT yBEIWYEHHE O0bhemMa U
COJIep)KaHUsl BaKyoJIel, HaOJIF01aeTCsl aKTUBAIIHS TIPOIIECCOB OMOCHHTE3a, B TOM YHUCIIE,
nepokcuaa3z |ll kmacca, o0 4YeM  CBUAETENBCTBYIOT  JIaHHbIE  HATHUBHOIO
U303JICKTPUIECKOro (OKyCHpOBaHUS M TpoAykiuu mnepokcuiaas (Puc. 10; Taom. 8).
Takum oOpa3zoMm, uccieAOBaHHE AMHAMUKM HAKOIUICHHS W aKTUBHOCTH TEPOKCHIA3
MOKA3aJI0, 9TO ATH (PEPMEHTHI TAaK)KE YIaCTBYIOT B yHIaMEHTAIBHBIX MIPOIIECCax POCTa

Y Pa3BUTHUS PACTHTEIBHBIX KJICTOK B YCIOBHUSX IN Vitro.

3.7.3. luHaMuKa HAKOILUIeHHsI OMoMacchl U npoaykuuu nepokcuaas Il kmacca

Ha cnenmyromem ortame paboThl  TMpoBeIeHAa  OICHKAa  POCTOBBIX U
OMOCHHTETHUECKUX XapaKTEPUCTHK HOPMaIbHOH U rOIB-TpaHCTeHHBIX KJIETOYHBIX
kyneTyp R. cordifolia ¢ pa3HbpIM ypoBHEM 3KCIIPECCHU TPaHCTEHA B TEUYECHHUE OIHOTO
nepuojna KyiabTuBupoBaHusa (30 ngHeil). Mbl u3Mepsid W3MEHEHHE COJEpKaHUs |
aKTUBHOCTH TMEpOKCHUIa3 B pas3Hbix (azax pocra, Bkiarodas mnar-gasy (5 nuei),
SKCHOHEHIManbHy0 ¢azy (15 nueit), da3zy 3amemyienHoro poctra (20 naHei) u
cramoHapuyto ¢dazy (30 nueit). Ilpomykiuss mnepokcuja3 ObUla paccuMTaHa Ha
OCHOBAHHMH POCTOBBIX XapaKTEPUCTUK M YPOBHS OOIIEH MEPOKCUAA3HON aKTHBHOCTH
KJIETOYHBIX KyJabTyp (Tabm. 8).

B cooTBeTcTBHM ¢ HalIMMK pacueTamu, OoOIIast MPOIYKIUS Mepokcuaas B rolB-
TpaHchopMUpOBaHHBIX Kamycax R. cordifolia Oputa Bellie, YeM B HOpMAaJbHOI
kynbrype (880—2020 mkat/;m mo cpaBHeHHIO ¢ 62 HKAT/ COOTBETCTBEHHO). CaMbIii
BBICOKHMU YPOBEHBb MPOMYKIHMH ObLT OOHAPYKEH B KajlycaX CO CPEIHUM YPOBHEM

IKCIPECCHH, TTMK KOTOPOTo Haxoawmics B Gasze 3amemienHoro pocta (Tabm. 8).
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Tabmura 8

JInHamMuKa aKTHBHOCTH, HAKOIIJICHHUS TIEPOKCHU/1a3 U OMOMACChl B HOPMaJIbHOU | FOIB-
TPaHCICHHBIX KJIETOYHBIX KynbTypax R. cordifolia

Knerounas | Bo3pacr, CBexar Obwas nepoxcunasHas OO6mr1ast mpoayKIHs
R— e onomacca, AKTUBHOCTB, HKAT/T HepoKcuTa3, HKaT/T
/71 CBEXeil OMOMAacChI ’
5 58+4' 0.06+0.01% 4+1%
R 15 175+8° 0.10+0.02" 18+3
20 297+12%° 0.21+0.03’ 62+5'
30 346+18° 0.12+0.05% 42+13'
5 462 1.240.10' 55+3!
RBL 15 122+8%" 5.5:+0.70" 671+439
20 246+17% 3.5+0.60¢ 880+83'
30 308+20% 2.8+0.20" 850+4"
5 402K 3.5+0.20° 140£17"
RBM 15 90+11" 14.1+0.80° 1260+79°
20 171+16% 11.8+0.70° 2020+75°
30 231+14° 7.4+0.40° 1700+21°
5 30+1" 5.1+0.10" 150+1"
RBH 15 57+5" 19.3+0.90° 1100+30°
20 103+13%" 15.1+0.60P 1560+105°
30 128+16™ 10.3+0.30° 1320+113°

R — nerpancopmupoBannas kierounast Kynbrypa; RBL, RBM, RBH — tpancrenunsie
KJICTOYHBIC KYJIbTYPBI C HU3KHM, CPETHUM M BHICOKUM YPOBHEM DKCIIpeccuu reHa rolB,
COOTBETCTBEHHO. JlaHHBIE MpeICTaBICHBI B BUJAC CPEIHUX 3HAUYCHUU + CTaHIapTHas
ommnbOka. Pasimums B HagcTpounsix mapekcax (& & ¢ & F oMLkl oG0sHavator
CTaTUCTUYECKHU 3HauuMyto pazHuny (P < 0,05) cpennux 3HayeHui.

Haxomnnenne Onomacchl MakcuMajdbHO B TIepuon ¢ 15 mo 20 mHei, korna
KJICTOYHBIC KYJIbTYPhI HAXOJATCS B (paze JorapuMUIECKOTO POCTA U aKTUBHO JICIISATCS,
TOT/Ia KakK C TEpPeXO0JIOM B CTAIlMOHAPHYIO a3y TEMIIbl POCTa CHUXKAIOTCS BO BCEX
kyneTypax (Ta6m. 8). [IpumeuaTenbHO, YTO ¢ YBEIMYCHHEM YPOBHS DKCIPECCHH IeHa
rolB kosudecTBO OMOMAcCChl YMEHBINACTCS, OJHAKO TEMIIbI MPUPOCTA OJMHAKOBBI BO
Bcex (hazax pocTa Kak B KOTPOJIE, TaK U BO BceX MOIB-TpaHcreHHBIX KynbTypax. PaHee B
HaIlIel J1abopaTopuu OBLIO IMOKa3aHO, 4TO FOIB-TpaHcreHHBIE KIETKH OTIMYAIOTCS OT
KOHTPOJIBHBIX 00Jiee KPYIHBIMU pazMepaMu U OOJIbIeH MpOI0KUTEIBHOCTBIO )KU3HH,

B CBs3M C YeM OblUla BBICKA3aHa THUIIOTE3a O TOM, YTO rolB YBCIIMYNBACT
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POAODKUTEIBHOCTD KiteTouHoro nukia (Bulgakov et al., 2012). [TomyueHHbIe TaHHBIC
COTJIACYIOTCS C 3TUM MPEIOJIOKCHUEM.

AnanornuHasi TeHICHIMs HaOmogaeTcsl B mpoaykuuu nepokcuaas (Tadmn. 8). B
MIEPHO]T SKCTIOHCHIIMAIILHOH (Da3bl IPOAYKIHs yBenudnBaercs Ha 225%, 610%, 455% u
365% mo cpaBHeHuo ¢ gar-gasoi B paay R, RBL, RBM, RBH, toraa xak ¢ nmepexomom
B CTalMOHapHYI ¢a3y ST TMokazarenu cHrkarores a0 34%, 48%, 42% u 43%
COOTBETCTBEHHO IO CpaBHEHUIO ¢ (ha3oil 3aMmemyieHHOTo pocta. [lomydeHHbIe TaHHbBIE
COTJIACYIOTCSI C MOJICIIBHOM KPHBOM POCTa KAJUTYCHBIX KYJIbTYP B YCJIOBHSAX IN Vitro
(Byrenko u ap., 1999).

Takum oOpa3omM, aHalu3 JKCIPECCUM, OOIIEH MEpPOKCHUIAA3HOW AKTUBHOCTU U
JMaHHble  M30(pepMEHTHOTO  (DOKYCHPOBAHHUS  CBUACTECIBCTBYIOT O  HAJIUYUU
TIOJIOXKHUTEIIPHON KOPPEJSIIMA MEXKIY YpPOBHEM OJKcmpeccuu reHa rOlIB um addekra
aKTUBAIlMM B OTHOIICHUH MAaTOTEH-CBA3aHHBIX TE€HOB, KOJIUPYIOIIMX PACTUTEIIbHbIC
nepokcuaasel Il kmacca cemeiictBa PR-9. HccnenoBanue n3opepMeHTHOTO cOCTaBa
nepokcuaas B rOIB-tpaHchopMHpOBaHHBIX KIIETKaX IOKa3aJio, YTO aKTUBHOCTH
(dbepMEeHTOB COXpaHSETCsl Ha BCEX CTaausiX POCTa U 3aBUCHT OT CTaJuH Pa3BUTHS
PaCTUTEIBHBIX KJICTOK.

O4eBUHO, YTO MOCTOSHHASI CBEPXIMPOMYKIIUS TMEPOKCUIA3 SIBISIETCA CTPECCOM
JUIST  KJIETOK, a caM OWOCHUHTE3 TMPEJCTABIsET JHEPro3aTpaTHBIM MpOIEecc ¢
WCITOJIb30BAaHUEM MHOTHX BHYTPEHHHUX PECypCOB KIIETKH. TeM He MEeHee, HeCMOTps Ha
TO, YTO B TEUEHHUE JOJTOr0 BPEMEHU KJIETOYHBIC KYJIbTYPHl HAXOIATCA B YCIOBUSX
MIOCTOSTHHOW TIEPETPY3KH MEPOKCHIa3aMH, 3TO HE 0Ka3aJ0 HETaTUBHOTO BIUSHUS Ha UX
xu3HecriocooHocts (Bulgakov et al., 2013). Panee Taxke ObUIM MOJIYYCHBI JTAHHBIC O
TOM, 4YTO OKHCJIUTEIbHO-BOCCTAHOBUTEIbHBIN cTaTyCc IOIB-TpaHCIeHHBIX KJIETOK
TIO/IJICP)KMBACTCS B JIMAITa30HE HOPMAIBHBIX 3HAYCHHH, a YPOBEHb BHYTPHUKICTOYHBIX
A®K 6wt HUXKE, yeM B koHTposie (Bulgakov et al., 2012). Kpome Toro, skcnpeccus
rolB npeaymnpexmana rubenb KICTOK B pe3yjbTaTe HEKpPO3a M amolTo3a, a TaKKe

yBEJIMYMBAJIA YCTOMYMBOCTh KJIETOK K HeOJaronpuaTHbiM Bo3aeicTBusM (Bulgakov et

al., 2013).
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3.8. AkTuUBanMs NEPOKCU/IA3 MO/ BJIUSHUEM JPYTUX CTPeCCOBBIX (paKTOpPOB

3.8.1. Bausinue a0HMOTHYECKUX BO3/1eliCTBHII H METHJIZ)KACMOHATA HA IKCIPECCUIO

reHoB nepokcuaa3s ll1 kmacca R. cordifolia

3amuTHas CTpaTervs pPACTUTENbHBIX KIETOK B HEOJAroNnpUsSTHBIX YCIOBUSX
BKJIFOYAET aKTUBAIMIO PA3JTMYHBIX MEXAaHHU3MOB, B TOM YHCJIE, TIOBBIIIICHUE COICPKAHUS
u aktuBHocTH nepokcuaas Il kimacca (Mika et al., 2004). Hanpumep, TemrepaTypHbIe
crpecce, NaCl wm MeTwnkacMoHAT —SBISIOTCS WM3BECTHBIMH — cTpecc-(aKTopamH,
BBI3bIBAIONIMMHE akTHBanuio nepokcuaas (Park et al., 2003, Repka et al., 2004, Kumari
et al., 2006, Mika et al., 2010, Gao et al., 2010; Wang et al., 2013). B cBs13u ¢ 3Tum, Ha
JTAaHHOM JTare padOoThI Mepe] HaMU CTOSJIO JBE 337aud. Bo-miepBbIX, OMpeneanTsb poib
nepokcuaas |l kmacca MapeHsl B 3alIUTHBIX pPEAKIMAX B YCIOBHUSX aOMOTHYECKOTO
cTpecca U 00pabOTKHM METHWDKAaCMOHAaTOM. BoO-BTOpBIX, TOCKOJIbBKY IOCTOSTHHAs
IKCIIPECCUS TYKEPOJHBIX T€HOB TaKXKe SBIISETCS CTPECCOM JJII PACTUTEIBHON KIIETKH,
HaM OBbLIO MHTEPECHO IMPOBECTH CPABHHUTEIBbHBIAN aHanu3 aekcTBus r0IB u apyrux
cTpecc-(hakTopoB, OKa3bIBAIOIIMX BiusHHE Ha mepokcunaswsl |l kmacca. B mannoi
CepUH IKCIIEPUMEHTOB MbI UCIIOIB30Bau KynbTyphl R 1 RBH, xoTopbie makyOupoBanu
B ycnoBusix Hu3kou (+12°C) u Beicokoit (+28°C) TemmepaTyp, a TakKe B PUCYTCTBUU
60 MM NaCl u 10 MM meTrmkacmonata (M>K) B T€UEHHE OJHOTO IMOJIHOTO Teprojia
naccaxa (30 nueil).

Pesynbratel [1L[P-PB nmokazanu, 4to pa3nuyHble TUIIBI CTPECCOB AKTUBHPOBAIIN
cnenuduuHbie 130GpopMbl TeHOB RCPrX xak B KOHTPOJBLHOM, Tak M rOlB-TpaHcreHHOM
kyaeTypax R. cordifolia (Puc. 11). Tak, B o0eux KyjJbTypax XOJIOJOBOH CTpecc
aktuBupoBan skcnpeccuto RcPrx01, RcPrx03 u RcPrx06, temnosoit — uzodopm
RcPrx03 u RcPrx06. Hdo6asaeame 60 MM NaCl npuBemo x aktuBammu RCPrx01,
RcPrx02 u RcPrx04 xak B KOHTpoOJbHOM, Tak U r0lB-Tpancrennoi kymsTypax. Camblit
CWIbHBIA CTUMYNHUpYIOIIMKA dS(PPeKkT Ha Mepokcuaa3bl OKa3al METHIKACMOHAT,
aAKTUBHPYS TIPU 3TOM IKCIPECCHto OosbmmHCTBa n30gopM RCPrX kak B KOHTPOJILHOM,

Tak ¥ rolB-tpancrennoit kynprypax R. cordifolia — MmakcumanbHbIN ypOBEHb aKTHBALIUU
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Puc. 11. Dkcmpeccus renoB RCPrx01—RcPrx07 B kymerypax R. cordifolia B
HOPMAaJIbHBIX M CTPECCOBBIX YCIOBHUSX: MO jaelcTBUeM Hu3KoH (+12°C) u BbICOKOMU
(+28°C) Temmneparyp, ¢ nobarnenuem 60 MM NaCl wim 10 MkM MeTHIDKacMOHaTa
(Mx). R — mnerpancopmupoBanHas kierouHas KyibTypa; RBH — Tpancrennas
KJICTOYHAas KyJIbTypa C BBICOKAM YypOBHEM Odkcmpeccun reHa [F0IB. [lanHbie
IPEJACTABIICHBI B BUJIE CPEIHUX 3HAUCHUN + cTaHmapTHas ommuOKka. Paszmuums B
HagcTpounsix uaekcax (¢ % ® ") oGosHauaror craTucTHYecKH 3HAUMMYO pasHULY (P
< 0.05) cpenHux 3HAYCHMUI B psIaAX.

op1 otrmedeH mis u3opopm RCPrx06 m RcPrx07. Mzodopma RCPrx05 oka3zanmack
HEYYBCTBUTEIbHA KO BCEM  BO3JCUCTBUSAM, 3a HCKIIOYCHHEM  00pabOTKH
METUJHDKACMOHATOM C YBEJIMYEHUEM HKCIpPEcCHd B 3 pasza B 00euX KyJIbTypax, uTO
yKa3blBaeT Ha TO, YTO KOJUPYEMBbIH NaHHBIM T'€HOM H30()EpMEHT HE YYacTBYeT B
3aIIATHBIX PEaKIMsSIX B JAHHBIX yCIOBUsX. [IpumedarensHo, 4To MaHHas u3odopMa Ha
82% romonoruyHa reny SSP mepokcumasel Il xmacca Senecio squalidus, skcnpeccus
KOTOpOH OOHapykeHa B pBUIbIE IIBETKA W YBEIMYMBACTCS 10 MEPE Pa3BUTHSA
neUIbIeBol TpyOKku (Mclnnis et al., 2005). B obeux kynbrypax, R u RBH, nzopopma
RcPrx03 akrtuBupoBanace npu Bcex Tumax BozjaeicTBus (ot 1.6 g0 4.2 pas), kpome
oopadotku NaCl, torga kak RCPrx04 aktuBHpoBanachk TOJIBKO B OTBET Ha JCHCTBUE
conu. M3odopma RCPrx03 na 82% romosornyHa reHy aHMOHHOM MEepOKcHIa3bl Tabaka
TPO2 (N. tabacum), xoropas yuactByeT B Jmrauduxanuu (Lagrimini et al., 1987).
Panee Obuto mokazano, uyto reH TMPrxl mepokcumasel mmreHunsr  (Triticum
monococcum), romonoruudbii RCPrx04 (74% wuAeHTUYHOCTH), TAaKKe 3HAYMTEIBHO
aktuBupoBaics B npucyrctBur NaCl m meTnmkacMoHaTa, HO ObUT HE YYBCTBUTEJICH K
usMeHeHuto Temmepatypsl (Liu et al., 2005).

BaxHO OTMETHTB, UTO HA OJHO U3 UCCIIEIOBAHHBIX CTPECCOBBIX BO3IAECHUCTBUN HE
OKazajo oTpuIaTearHoro ddekra Ha IKcnpeccuro cemu n3ohopm reHoB RCPrx kak B

HOpMaJIbHOM, TaK U B I0IB-Tpancrennoit kynsTypax R. cordifolia.
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3.8.2. AKTMBHOCTH 1 H30()epMeHTHBIH cocTaB nepoxcuaas I1I kiacca B ycaoBusx

a0MOTHYECKOI0 cTpecca

KynbsruBupoBanne B Teuenue 30 IHEH B YCIOBHSX CTPECCA OKA3al0 Pa3IMYHOE
BIIMSIHUE Ha TMEPOKCHIA3HYI0 aKTUBHOCTH B KynbTypax R m RBH (Tabmuma 9). Tak,
JEUCTBUE HU3KOM W BBICOKOM TeMImepaTryp HE OKas3ajio BbIpaKEHHOro 3¢¢ekra Ha
nepokcunasel Il kmacca B obemx kymbTypax, torga kak mnpucyrctBue NaCl wu
METHUJHKACMOHATA BBI3BIBAJIO CYHIECTBEHHOE YBEJIMUYECHUE aKTUBHOCTH B KyJnbType R (B
16 u 21 pa3 coorBeTcTBeHHO). B kynpType RBH abuotnueckuii ctpecc ctumynupoBain
MEPOKCHUJIA3HYI0 aKTUBHOCTh B 3HAUMTENIbHO MeHbIel ctenenu (ot 1.1 go 1.7 pa3 no
CPaBHEHUIO C HOPMAJIBHBIMU YCJIOBHUSIMU), YTO CBUIETEIBCTBYET O JIYUILICH ajanTaliuu
rolB-TpaHCreHHBIX KyJbTYp MapeHbl K HEOJaroNpHUSATHBIM YCIOBHUSIM M COTJIACYyeTCS C
paHee TOJYYCHHBIMU JaHHBIMH 00 WX MOBbIIICHHOW ycroWuuBoctu (Bulgakov et al.,
2012). Dt panHble TOAKpeIUicHbl pe3yiabTaramMu UD®D (Puc. 12). HaumbGonbmmii
YPOBEHb aKTUBHOCTHU B KyJbType RBH ormeden B obnactu Bricokux 3HaueHuil pH, rue
CKOHIICHTPHPOBAHBI TIEPOKCHJIA3bI IIEIIOYHON MpUpoabl, B dYacTHOCTH, RCPrx01,
RcPrx03 u RcPrx06 ¢ pl 8.78, 9.35 u 8.76 coorBercTBeHHO (Tabu. 3), reHbl KOTOPBIX
TaK)K€ OTJIMYAJIUCh BBICOKUM YPOBEHEM OJKCIPECCHU KaK B HOPMAJbHBIX, TaK U
HeOmaronpusTHeix ycnoBusix (Puc. 11). Ilpu stom, B Kkymbrype R mosiBisieTcs
JTOTIOJIHUTENbHAsE ~ W3odopmMa B 00JacTH  3HAYCHUH, COOTBETCTBYIOIINX
n3odekTpudyeckor Touke m3opepmenta RCPrx01l (pl 8.78) (Puc. 12; Taba. 3), uro
TaKXke corjlacyercs ¢ JaHHbIMU 00 skcnpeccuu (Puc. 11).

Ha nponykuuto nepokcuaas B kynbType RBH nccnenoBanubie TUIbI CTpeccoB He
OKa3aJli 3HAYUTEIBHOIO BIMSHUS, TOraa Kak B KyiabType R moOasmenwe NaCl wu
METUJHKaCMOHATa MPHUBEJIO YBEJIMYEHUIO MToKa3zaTenen B 3.6 u 8.4 pa3 COOTBETCTBEHHO

(Tan6. 9). OTn mannble cornacyroTcs ¢ pesyiapratamu UDD (Puc. 12).
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Tabmauia 9

Hakormienne 6momaccsl, IpOAYKITHS U aKTUBHOCTH repokcraas 11l kimacca B kieTouHbIX
kynpTypax R. cordifolia mocne 30 nHei KylIbTHBUPOBaHKS B HOPMAJIbHBIX U
CTPECCOBBIX YCIOBHsIX: npH HU3Ko# (+12°C) u Bricokoit (+28°C) Temmeparype,

nobasiaenun 60 MM NaCl u 10 MmxM MeTrInKacMoHaTa

CBexas Obmas [Tponykuus
Kierounas 5 IEpOKCUIa3Has
K nomacca, / IICPOKCHUas,
YIbTYypa AKTHUBHOCTBH, HKAT/T'
/1 . HKAT/II
CBEKEH OMOMacChl
HopMainbHble R 317+12° 0.15+0.029 48+5'
yemosust (+24°C) RBH 141+6" 9.80+0.50° 1382+12°
Xo11010B0i R 61+4° 0.38+0.03" 23+1¢
crpecc (+12°C) RBH 89+3¢ 10.90+0.60" 970+£20°
TemnoBoii crpecc R 96+7° 0.25+0.03" 24+1°
(+28°C) RBH 124+4° 12.30+0.80° 1525+47°
Conesoii cTpecc R 69+5° 2.50+0.20° 173+2°
(60MM NaCl) RBH 10161 15.66+0.60° 1582+32°
MeTHIKACMOHAT, R 128+9° 3.15+0.20° 403+7°
10 MmxM RBH 61+7° 16.80+0.70° 1025+65°

R — nerpanchopMupoBaHHas kieTtouHas KyinbTypa, RBH — TpaHcrennas kierounas
KyJbTypa C BBICOKUM YpOBHEM JKcrpeccuu rena rolB. JlanHbie npeacTaBiieHbl B BHIC

CpCaAHUX 3HAUCHMUH £ CTaHnaapTHas1 ommnoOka. Pa3znuuns B HaJACTPOYHBIX HHJCKCAX (

a, b, cd,

’ f1 ~r
® %9 0603HauarOT cTaTHCTUYECKH 3HAYMMYIO pasHuiy (P < 0.05) cpenHux 3Ha4YeHHii B

panax.

AHozg M
pI4.5

pI6.8
pI7.1
pI7.5

pI9.6
Katox

R

RBH

K +12 °C +28 °C NaCl Mk

K +12 °C +28 °C NaCl Mix
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Puc. 12. HaruBHoe wu303JeKTpUUeckoe (QoKycupoBaHue mepokcugaz B roIB-
TPaHCTEHHBIX KJICTOYHBIX KynbTypax R. cordifolia ¢ BbICOKMM ypoBHEM 3KCIpecCHU
TpaHcreHa B HOpMaibHBIX (K) M CTpeccoBBIX YCIOBHSX: TMOA JEHCTBHEM HHU3KOH
(+12°C) u BeIcOKO# (+28°C) Temmeparyp, 60 MM NaCl u 10 MkM MeTHIDKacMOHaTa
(Mx). M — wmapkep I H309JeKTpuueckoro  ¢okycupoBaHusi; R —
HeTpaHCc(OpMHUPOBaHHAS KJIETO4YHAas KynbTypa;, RBH — TpaHcreHHas kieTodHas
KyJIBTYpa ¢ BBICOKUM YPOBHEM 3Kcrpeccuu reHa rolB.

Takum oOpa3oM, B JaHHOW CEpPUM  OSKCICPHUMEHTOB HaM  yAalloCh
uneHTuGuIpoaTh n3odopmel nepokcuaas Il kmacca, cnenupuyHo MHAYIIUPYyEMbIC B
OTBET Ha JCHCTBHE ONpEICICHHBIX aOMOTHYCCKHUX CTPECCOBBIX (DaKTOPOB, a TaKkKe
MOoKa3aTh, 4YTO, HECMOTPS HAa YYBCTBUTEIBHOCTHh IEPOKCHIA3 K HEOJIArompusTHHIM
YCIIOBHSIM, CTEIICHb UX aKTHBAIIMU B YCIOBHSIX CTecca ObLTa 3HAYUTEIHLHO HIKE, YEM B
ciryuae Tpancgopmaiuu renom rolB (Puc. 11; Tao6u. 6). [loaydeHHble HaMU JaHHBIEC HE
TOJILKO CBHJICTEIBCTBYIOT O OOJIBbIICH YCTOWYMBOCTH FOIB-TpaHCTeHHBIX KJIETOK, HO U
SBJISIIOTCS  JIOKA3aTeJIbCTBOM B TIOJIB3y TOTO, YTO JaHHBIA TIOAXOM  SIBJISETCS
3 PEeKTUBHBIM CITOCOOOM aKTHUBAIIMU PACTUTENBHBIX Tepokcuas Il kmacca. B cBsizm ¢
ATUM, Ha CJIEAYIOIMEM 3Tare paboThl HaM TPEACTOSIO BBISICHUTH, COXPAHSIETCS JIU
¢ dekT akTuBanmu nepokcuaas |l kmacca renom rolB B KJI€TOUHBIX KyJIbTypax APyrux

BHJIOB PACTECHHM.

3.9. 9ddexr Tpanchopmanum renom rolB Ha nepoxcuaassl 111 kaacca Rhodiola

roseus u Silene vulgaris

B nmanHOW cepuM S3KCIIEPUMEHTOB MBI HCIOJIB30BAIM HOpMayibHbie H I0IB-
TpaHCTeHHbIC KJIETOYHBIC KyIbTYphl RN. roseus u S. vulgaris. JlaHHbIC KyJIbTypbl HMEIH
pa3HbIll yPOBEHb AKTUBHOCTH MEPOKCUAA3 U, 3HAYUT, MOTJIA OTJIMYATHCS IO CTETICHU UX
aktuBaiuu. Tak, B HerpaHchopmupoBaHHOW KyapType S. vulgaris ypoBeHb
MEPOKCUIa3HOM aKTMBHOCTH ObLT o4eHb HU30K — 0.32 mkat/r (Puc. 13B), Torna kak B
KyneType Rh. roseus 6a3oBbiii ypoBeHb MEPOKCHIA3HONW aKTHBHOCTH OBLT 3HAYMTEIHHO
BbIIC — 8.4 HKAT/T, YTO CBS3aHO, MO BCEH BEPOSITHOCTH, C PA3IUYHBIMHU YCIOBHSIMHU

OCBCIICHUA IIPU KYJIbTUBUPOBAHUH.
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Metonom IILIP-PB MBI ycTaHOBWIM, YTO YpPOBEHb 3Kcrpeccuu reHa r0lB B
TPAaHCTEHHBIX KylbTypax pomuonsl (RhB) u cmoneBku (SB) Obul comoctaBuM C
sKkcrpeccuerd TpancreHa B Kynbrype RBM R. cordifolia (Puc. 13 A). Pesynbrars
u3MepeHus oOmie nepokcuaasHoi aktuBHocTH (Puc. 13 B), mokasamm 2.1- u 75.2-
KpaTHOE yBeln4eHHe (pepMEHTATUBHONW aKTMBHOCTH B TPaHCTEHHBIX KynbTypax RhB u
SB COOTBETCTBEHHO, 4YTO CBUJCTEIBCTBYET O HAJIWYHH aKTUBUpYIOHIETo 3¢ dekra
TpaHCTeHa Ha Iepokcuaasbl KyapTyp Rh. roseus u S. vulgaris. BepositHo, uTo 00BN
apdekt rolB oka3piBaeT Ha KICTKM C HU3KUM 0a30BBIM YPOBHEM aKTHBHOCTH
MEePOKCHJIa3, TOrJa Kak B KIETKax C 0oyiee BBICOKUM YpOBHEM Mepokcuaas 3dext
aKTUBAIIMA MCHEE BBIPAKEHHBIN. J[aHHOE MPEIOI0KEHUE COTIIACYETCsl ¢ PE3YIbTaATOM

n30epMeHTHOTO pa3zaencHus nepokcuaas Rh. roseus u S. vulgaris (Puc. 14).

1,2 30
A b a
5 1 ? % .25 |
: S5 .
) 0,8 5 £ 20
. & -
= 2
e b 53"
E 0.4 ‘13 I = £ 10 b
g g £ J
B )
{c C
e 0 T T 0 = T T T
RBM RhB SB S SB Rh RhB

Puc. 13. Dkcnpeccus reHa rolB (A) u oOmas mepokcuaasHas aktuBHOCTH (B) B
KJIeTouHbIX KyabTypax R. cordifolia, Rh. roseus u S. vulgaris. RBM — TtpancrenHas
KierouHas Kynbrypa R. cordifolia co cpeanum ypoBHem 3kcripeccuu rena rolB, Rh u S
— HeTpaHchopMUpOBaHHBIE KieTouHble KynbTypbl; RhB u SB — rolB-tpancrennbie
KierouHble KyiabTypel Rh. roseus wu S. vulgaris coorBercTBeHHO. JlaHHBIC
Ipe/ICTaBlICHBl B BHJEC CPEJHUX 3HAYCHUH =+ CTaHAapTHas omuOka. Paznuuus B
HaACTPOUHBIX MHAekcax (¥ ©) 0603HAYAIOT CTATHCTHYECKH 3HAYMMYIO pasHHIy (P <
0.05) cpennux 3HaYeHUM B psax.
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pl 4.5

pl 6.8
pI 7.1
pl 7.5

pl 9.6
Katon

Puc. 14. W3osnekrtpuueckoe (HOKyCHpOBaHUE IEpOKCHaa3 B rOIB-TpaHCreHHBIX
KJICTOYHBIX KynbTypax Rh. roseus u S. vulgaris na 30-bIii cHb KyJIbTHBHpPOBaHUSA. M —
MapKep Ui u303JieKTprueckoro gokycupoBanus, Rh u S — HeTpaHchopMUpOBaHHBIC
Kiaetounble KyiabTypbl; RhB u SB — rolB-tpaHcrenHbie KieTouHble KynbTyphl Rh.
roseus u S. vulgaris cooTBeTCTBEHHO.

Takum oOpa3om, UcHoNB3ys KiIeTOYHbIe KyabTyphl pactenuit R. cordifolia, Rh.
rosea u S. vulgaris MbI mokasaim, 4To CBEPX3KCIPECCHsl arpodakTepraibHOro reHa rolB
B TpaHC(HOPMUPOBAHHBIX KIETOUYHBIX KYJIbTypaX MPUBOIUT K aKTUBAIIMU PACTUTEIBHBIX
nepokcunaa3 Il kimacca, 4To gaeT BO3MOXKHOCTH HCMOJIb30BaTh JAHHBIA TMOAXOJ] B
paMKax OHMOTEXHOJOrHmYeckoro mpousBoacTtBa. C TOYKH 3pEHUS KOMMEPYECKOit
IICHHOCTH ¥ IIUPOKOrO MPHUMEHEHUS TIEPOKCUAA3 B  PA3IMYHBIX  OTPACIAX
NPOM3BOJCTBA, Takas MOJCIbHAs CHCTEMa MOXET CIyXuThb 3()()EeKTUBHBIM U

HKOJIOTUYECKU OE30MaCHbIM HCTOYHUKOM JaHHBIX (JEPMEHTOB.
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3AK/IIOYEHUE

UccnepoBanusi B 00sacTu OMOTEXHOJIOTMM W TEHETUYECKOW WH)KEHEpUU
pacTeHU HamNpaBlIEHbl IJIaBHBIM 00pa3oM Ha JOCTHKEHHUE NPAKTUYECKH 3HAYUMOIO
pesyibTaTa — TMOJY4YEHUE PACTCHHM WM KIETOYHBIX KYJIbTYp C BBICOKUMU
OMOCHHTETUYECKUMH TOKA3aTEeJsIMU, a TaKXKe PACTeHHUM, YCTOMYMBBIX K Pa3IMYHBIM
CTpecCOBBIM BO3JeHCTBUSAM. [Ipu STOM HemanoBakeH (yHAAMEHTaJbHBIA aCHEKT
MOJXO0/a — BBIABICHUE MOJICKYJISPHBIX MEXAHU3MOB JIEUCTBUS HCCIIEIYyEMbIX
s pekTopoB.

Tparcdopmanust KJIETOUYHBIX KYJbTYp IEHHBIX JEKAPCTBEHHBIX PACTEHUN T€HAMU
rol uz A. rhizogenes oka3bIBaeT 3HAYUTEIIBHBIA CTUMYJIUPYIOTHH 3 (HekT Ha OHOCHHTE3
(apMaKkoJIOTUYECKU-3HAUUMbBIX BTOPUYHBIX METAa00JUTOB. Pe3ynbTaThl KOMIUIEKCHOTO
UCCJICIOBAHUSI MOJIEKYJISIPHBIX ~MEXaHM3MOB JaHHOrO d(dekra yKa3plBalOT Ha
IJI00QJIBHYIO TEPECTPONKY 3alllUTHBIX CHUCTEM PACTUTENBHBIX KJIETOK, B YaCTHOCTH,
3HAYHUTEBHBIC MOJYJISIIIMA OT/ACIHHBIX 3BEHBCB aHTHOKCHUAaHTHOU cuctembl (Bulgakov
etal., 2013).

B Hacrosmieir pabore  ObUtM  MACHTU(GUIMPOBAHBI  MOJHOPA3MEPHBIC
MOCJIEIOBATEILHOCT CEMH TEHOB, KOJIUPYIOIIUX pacTUTelbHble mepokcuaasbl |1
KJjlacca R. cordifolia. duoreHeTHIeCKHiA aHaIn3 AMUHOKHCIIOTHBIX
MOCJIEIOBATEIBHOCTEN MEPOKCUIA3 MAPEHBI U IPYTUX PACTEHUMN MOKa3al JOCTOBEPHOE
paszielieHue Ha JBa KJjacTepa B 3aBUCUMOCTH OT OIPEACIICHHOW aMHUHOKHUCIOTHOU
3aMEHbl, a TaKXe€ KJIACTEepPU3alri0 MEePOKCUA3, HMEIOIIMX CaWT CBA3BIBAHUS C
KaJIbITUEM/KAJTbMO Y JIUHOM.

HccnenoBanne  TKaHeceUU(PUUHBIX  OCOOCHHOCTEM  OKCIIPECCHMH  T'€HOB
NEepPOKCUAa3 MoKa3ajao, 4TO B JIUCThAX M CTEOJIIX BBICOKO COJIepKaHUE TPAHCKPHUIITOB
RcPrx01, RcPrx06 u RcPrx07, torma kak RCPrx02 u RcPrx04 oOnapyxeHbl B
HE3HAUUTETBHBIX KOJWYECTBaX. BaXHO OTMETUTH, YTO COJEp)KaHUE TPAHCKPHUIITOB
reHoB RCPrx c BeicokuMu moxasarenssMu ypOBHSI SKCIIPECCUU B CTEOJSAX BBILIE, YEM B
JUCTBIX, 4YTO, IO BCEH  BUJIMMOCTH, CBA3aHO C OOJIBIIEH  CTENEHBIO

J'II/IFHI/I(l)I/IHI/IpOBaHHOCTI/I cTe0IIs. HOJ’Iy‘IGHHBIe JaHHBIC COIJIaCyrOTCA C HM3BCCTHBIMHU
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paboTamu, TPOBEIACHHBIMU paHee, M CBUACTEIBCTBYIOT O TOM, UYTO OCOOCHHOCTH
Tka"ecneruuaHoro pacnpenenenuss TeHoB RCPrx01—RcPrx07 cooTtBercTByIOT
naTTepHaM SKCIPECCUU TOMOJIOTMYHBIX TE€HOB JAPYTUX BUAOB pacteHuil. [lokazano, 4to
c yrparoii mudghepeHITMPOBKU SKCIPECCHs BCEX HACHTH(PUIMPOBAHHBIX CEMHU T€HOB
RCPrx B KamulyCHON KyJbType CTAaHOBUTCS 3HAUMTENIbHO HUKE IO CPAaBHEHHIO C
TaKOBOW B UCCIIEOBAaHHBIX OpraHax pacTEHUSI.

Hamu mokaszano, 49to TtpaHchopMmarus TeHoM FOIB mpuBOIUT K aKTHBAIMH
TpaHCKpunuuu reHoB mnepokcuaas |l kmacca, compoBokparomieiicss yBelnyeHUEM
HKCIIPECCUU BCEX MCCIIEYEMBIX U30()OPM B AECATKHA U COTHH pa3. Takike yCTaHOBJIEHO,
41O 3P (EKT aKTUBALMK HOCHUT J1030-3aBUCUMBIN Xapaktep. [lokazaHa mojaoKuTenbHas
Koppensius Mexay skcnpeccueit reHoB RCPrx01—RcPrx07 u ypoBHeM skcrnpeccunt
rera rolB B xymeTypax RBL, RBM u RBH ¢ HH3KkUM, cpemHUM M BBICOKHM YpOBHEM
TpaHCT€HAa COOTBETCTBEHHO. OQPGEKT axkTUBAlUM TOATBEPKACH pe3yJbTaTaMu
u3MepeHust oOIel mnepokcuaasHo akTuBHOCTH U MO®D: akTUBHOCTH (HEPMEHTOB
nepokcunas B rolB-skcnpeccupyrommx KieTKax 3HAYUTENLHO BO3POCIA M TaKKe
3aBUCENla OT YPOBHS JKCIPECCHMM TpaHcreHa. lMccienqoBaHne 5SKCIPECCHH TEHOB
RcPrx01—RcPrx07 wu aHamm3 wu30(QepMEHTHOrO cocTaBa Iepokcuaa3 B rOIB-
TpaHC(HOPMHUPOBAHHBIX KJIETKAX MOKAa3allv, YTO aKTUBaIMsA (PEPMEHTOB COXPAHSIETCS BO
Bcex (pazax pocra M coriacyercs ¢ MOJAEIbHON KPUBOW pOCTa KAJUTYCHBIX KYJBTYD.
BaxHo oTMmeruTh, 4TO 3TOT 3(PPeKT XapakTepeH TOJIbKO s F0lB-TpancreHHBIX
KyJIBTYp, TOTJIa Kak cBepXxakcrpeccus rera rolC, a takxke coBMecTHas skcrpeccus rolB
u rolC mox KOHTpoOJIeM HATHBHBIX IMPOMOTOPOB B COCTaBE JUKOTO ImTamMma A4, He
OKazajla 3HAYUTEJIIbHOIO BIUSHUSA Ha COAEpKaHWE M aAKTHUBHOCTh IEPOKCHAA3 B
TpaHC(OPMHUPOBAHHBIX ~ KYyJIbTypax MapeHbl. TakuMm oOpa3oM, Halld JaHHBIC
JIEMOHCTPUPYIOT CYIIECTBEHHBIC pPA3U4Usi B MEXaHU3MaX PETyISATOPHOTO ACHCTBUS
reHoB rolB u rolC B otHomenuu nepokcunas Il kmacca. BepositHo Takke, 4To MpU HUX
coBMecTHOM skcrpeccun, rolC wmmu apyroi#t rew, coaepxamuiics B T-JJHK muxoro
mTaMMa arpoOakTepuii, MpeAoTBpaIlacT IMOBBIIIEHHYI0 JKCIpeccuio TeHoB RCPr,

o0ycaBiuBaeMyro reHom rolB.
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[TpoBeneHo wucclieOBaHUE MOJIEKYJSIPHBIX MeXaHW3MOB FOIB-ungyrupyemoit
aktuBanuu nepokcupasz |l kmacca. Ha ocHoBaHuMM JMTEpaTypHBIX JaHHBIX H
pe3yibTaToB, TMOJYYEHHBIX B Hamledl Jsadoparopuu paHee, ObUIO BBIIBUHYTO
MPEINONIOKEHNE, YTO aKTUBALUA TMEPOKCHUIA3 HOCUT HecHenu(PUUecKUid Xapakrep U
SBJISICTCS] YaCThIO KOMIIEHCATOPHOTO MEXaHM3Ma Ha (JOHE M3MEHEHHUs pellOKC-CTaTyca,
BbI3BaHHOTO aktuBanueir HAJI®H-okcuaas B rolB-tpancrennsix kyasTypax (Bulgakov
et al.,, 2013). Opmnako nmaHHOE MPEINOJIOXKEHHE HE MOATBEPIWIOCH B HAIIUX
JKCIIepUMEHTax. TpaHchopmanusi KIETOYHOW KyJNbTYphl MapeHbl MYTAHTHOM,
nocTtossHHO akTuBHON ¢opmoit reHa AtCPK1 — u3BectHsiM aktuBatopom HAJIDH-
OKCHJa3, HE TMpHUBeIa K MPOTHO3HPYEMOW aKTHUBAlMU TMEpoKcuaa3 Ha ¢oHe
yBenuueHHoro cojaepxkanusi ADK. Ha ocHOBaHMM MMOJIyU4EHBIX JaHHBIX MBI CIENAIH
BBIBOJL O TOM, 4TO akTtuBauus nepokcupaas |l xmacca B pesynbrare Tpanchopmanuu
reHoM r0lB sBisiercs:, mo-BuauMoMy, cieliu()UIHBIM OTBETOM PACTHTEIILHON KIETKU Ha
CHWTHaJI, reHepupyeMbIii OenkoM RoIB.

JleiicTBre aOMOTHYECKUMHU CTPECCOBBIMH (DaKTOpaMU TO3BOJHIO YCTaHOBUTH,
4TO TpaHCreHHbIe KynbTyphl R. cordifolia Obutn Oosee ycTOiuMBBI K CTpeccam
Pa3IMYHOTO TPOUCXOXKIICHHUS, TOTAA KaK MaTTepH IKCIPECCHH BO MHOTOM COBMAaJai C
TAaKOBbIM B HOpMaJIbHOW KJIETOUHOH KynibType. OOHapyxeHa u3odopma, NpakTUYECKU
HE YyBCTBUTEIbHAS K JICUCTBHUIO HEOIAronpusTHRIX (akTopoB — RCPIrx05, mpu sTom ee
skcrpeccusi B AU PepeHIIMpPOBaHHBIX OpraHax pacTeHusi ObUla JOCTATOYHO BBICOKA.
BepositHo, 3Ta mM3odopma yuyacTByeT B mpolieccax pocta M pasButusi. Kpome Ttoro,
ObLTM MACHTU(PUUUPOBAHBI M30(OPMBI, CIEHMPUYHO PEarupyroude Ha U3MEHEHHE
temnepatypbel — RCPrx03 m RcPrx06, a taxke nHa mpucyrcrBue NaCl B cpeme —
RcPrx04. Camplii 3HaunTENbHBIN 3(PEKT HA MEPOKCUIA3hl OKA3al0 KyJIbTHUBHUPOBAHUE
Ha cpefie ¢ qo0aBIeHHEM METWIDKacMOHATa, YTO BBI3BAJI0 MHAYKIMIO BCEX M30(OpM
nepokcuaas. JlaHHuele 00 3KCIPEecCHH COIIACYIOTCS C pe3ysbTaTaMUd H30(EPMEHTHOTO
¢doxycupoBanus. BaxHO OTMETHTb, YTO HH OAMH M3 HKCIEPUMEHTAIHHO
HCCIICIOBAHHBIX CTPECCOB HE MpPHBEN K 3HAYMTENbHOM akTuBaiuu nepokcunasz |l

Kjacca, conoctaBumoi ¢ a¢dhexrom Tpanchopmaiu renom rolB.



87

B pamkax OuoMH)XEHEpHHM pPACTEHUN BO3MOXKHBI JIBa MOAXOAA MO CO3JaHUIO
CYNEpIPOAYIEHTOB TEPOKCHIA3 B YCIOBUAX IN Vitro. [lepBbid n3 HUX mpesmosiaraet
UHAYKIIMIO TE€HOB [EPOKCHAA3 BO3JACHCTBUSMHU W3BHE (HApuUMeEp, € MOMOILBIO
n00aByIeHHs AMUCUTOPOB). OHAKO HAIIM PE3yIbTaThl JEMOHCTPUPYIOT, YTO MOJIOOHBIN
IpUEM HE NPUBOAMUT K 3HAYUTEIIBHOMY M, YTO HE MEHEE BAXKHO, JOJITOBPEMEHHOMY
pe3ynbraty. 1o cpaBHEHUIO ¢ KJIaCCUUECKUMHU METOJIaMU, MHAYKLUS IEPOKCHIA3 TEHOM
rolB ropasno cuibHee (Ha mpuMepe MapeHbl CEPICITUCTHON MMOKa3aHO, YTO TMPOTYKITHS
¢depmenToB yBennuuBaercss A0 32.1 pa3 B cpaBHeHuu ¢ 8.4 pa3 mpu J00aBICHUU
METUJDKACMOHATA) M COXPAHSIETCSl B TEUEHHUE JJIMTEIBHOrO BpeMEHH. B 3Toil cBs3u
0cOOEHHO BakHO, 4YTO IOIB-uHAynHpyeMblii >PQPEKT aKTUBAIMH COXpaHSICTCS B
KJIETOYHBIX KyJIbTYypax IPYrMX BUIOB PAaCTCHUI, 4TO OBLJIO MOATBEPKICHO HA IPUMEPE
POAMOJIBI PO30BOM U CMOJICBKM OOBIKHOBEHHOW. BTOpoil moaxoj MOKET BKIIIOYATh
TETEPOJIOTHYHYIO DKCIIPECCHUI0 TE€HOB Iepokcuaa3. OIHAKO JaHHBIA METOJN HUMEET
HEKOTOPBIE OrPAHUYEHHUS], IVIABHBIM U3 KOTOPBIX SIBJISIETCS MYJBTUTE€HHOCTh CEMENCTBA
NEpPOKCUAa3, TO3TOMY CBEPXIKCHPECCHUS OTAECNbHBIX HM30OpM HE  SBISIETCS
MEPCTIIEKTUBHON ISl YBEJIUYECHUS 00IIel MPOAYKTHBHOCTH (hepMeHTOB nepokcuaas. C
JIPYrol CTOPOHBI, JaHHBIA TOAXOJ MOXET OBbITh HCHOJB30BaH JJIsi MOJYyYECHUS
TPAHCTEHHBIX PACTEHMH, YCTOMUYMBBIX K CTPECCOBBIM (PaKTOpaM, B CBSI3U C YEM
uAeHTU(UKALMS WHIUBUAYATIbHBIX M30()OPM, YYBCTBUTENBHBIX K OINpEAEICHHBIM
THTIAM BO3JEHUCTBHM, MOXKET HAUTH MPAKTUYECKOE NMPUMEHEHHE B T€HHOU MHKEHEPUH
pactrenuil. C TOUKHM 3peHUsi OMOTEXHOJIOTHMH, MOJEJIbHAs CHCTEMa, OCHOBaHHas Ha
TpaHcopmark TeHoOM r0IB, oOnamaer psoM MNPEUMYIIECTB: OHA IO3BOJICT
addexTrBHO cTUMYIMpOBaTh OnocuHTe3 nepokcuaas Il knacca, crabuiibHa U siBRsIeTCS
HKOJIOTUYECKH Oe30macHOM albTEepPHATUBOM [UIs MPOM3BOACTBA (YHKIIMOHAIBHO

aKTUBHBIX ()EPMEHTOB B Pa3HBIX BUJIAX PACTECHUH.
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BbIBO/1bI

. UnentudunupoBanbl ceMb TMOJHOPA3MEPHBIX  IOCJIEI0BATEILHOCTE  T'€HOB
nepokcunas Il xmacca R. cordifolia — RcPrx01, RcPrx02, RcPrx03, RcPrx04,
RcPrx05, RcPrx06 u RcPrx07.

OuiioreHeTHUECKUN aHaIu3 IOKa3al pas/ielieHue IMEepPOKCHIa3 Ha JiBa KiacTepa:
RcPrx01, RcPrx03, RcPrx04, RcPrx05 u RcPrx06 o0beanHEHbI B OJJUH KjlacTep U
coaepkar aMHHOKHCIOTHBIE octaTku Arg31l um Ser35. Ilepokcumasber RCPrx02 u
RcPrx07 o0beauHeHbl BO BTOPOW KIIACTEP M COAEPKAT JPYTrHE aMUHOKHCIOTHBIE
OCTaTKU B COOTBETCTBYyIOIMX no3unmsx. Ilepoxcumaza RCPrx07 oO0beamHeHa B
MOJKIIACTED TIEPOKCH/IA3 C CAliToM cBsi3biBanmst Ca’'/KaIbMOLy IHHA.
Ceepxakcnpeccust rolB mpuBoguT K akTHUBAIMU SKcrnpeccud reHoB RCPrx01—
RcPrx07 (B 23—314 pa3), yBenuueHuio oOIIel MEPOKCUIA3HON aKTUBHOCTH (/10
193 pa3) u npoaykuuu pepmeHToB (10 32 pa3s).

BeusiBiieno, 4uro rolB-uHaynupyemas akTUBanus pacTHTENBbHBIX mepokcumpas |l
kiacca R. cordifolia monoxuTenbHO KOppenupyeT ¢ YPOBHEM SKCIPECCHH
TpaHCTEHa M COXpaHIETCs BO BcexX (pazax pocTa B TEUCHHE Taccaxa.

. Cepxakcnpeccus rera rolC, a taxxke coBmectHas skcrpeccus rolB u rolC mox

KOHTpOJIEM COOCTBEHHBIX IPOMOTOPOB B cocTaBe naukoro mrtamma A4 A,

rhizogenes, He okasana 3HAYUTEIBHOTO BIUsAHUSA Ha mepokcuaassl Il kmacca R.
cordifolia.
. AxtuBarms pactutenbHbIX rnepokcuaa3 Il kmacca renom rolB  smusiercs

cnenu@uyHbiM 3()PEeKTOM TpaHCreHa, U HE OOYCIJIOBJICHA TOBBIIICHUEM YPOBHS
BHYTPHKJIETOYHBIX aKTUBHBIX (hOPM KHCIOpOoaa Ha (poHe TpaHCHOpMAIIHH.

. I'en rolB aktuBHpyeT NpoayKIHIO pacTHTEIbHBIX mepokcumas Il xmacca mapeHb
CepALEIUCTHON 3HAYUTENBHO dS(PQPEKTUBHEE IO CPaBHEHHUIO C HW3BECTHBIMU
MUCUTOPAMU U (haKTopamMu aOMOTUYECKOTO CTpecca.

. B xierounsix kymbrypax S. vulgaris m Rh. rosea ren rolB Takxke BbI3bIBacT
WHIYKIIUIO TIEPOKCHAa3, W AaHHBIA 3(PGEKT 3aBUCUT OT HMCXOAHOTO YPOBHS

aKTUBHOCTU (DEPMEHTOB.
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CIIMCOK UCITOJIb3YEMbBIX COKPAIIIEHUI

2,4-J1 — 2,4-nuxnoppeHOKCUYKCyCHasl KHCIIOTa,
4-MH — 4-metokcu-o-HadTON,

a.0. — aMUHOKHUCJIOTHBIN OCTATOK,

AOC — anTHOKCHUJaHTHas CHUCTEMa,

A®K — aktuBHBIE (POPMBI KUCTIOPOA,

BAII — 6-6GeH3unaMUHOITYpHH,

['TIO — rmyTaTnoHNIEpOKCHIA3a,

N2® — uzoanextpudeckoe (pokycupoBaHue,
NYK — unaonun-ykcycHas KUcjoTa,

NDA — nmmyHO(DEpMEHTHBIN aHaAIIN3,

M>x — MeTHIKacMOHaT,

AHY — a-HadTri-ykcycHasi KUCIIOTa,

OPC — OTKpBITBIE PAMKH CUUTBHIBAHUS,

OT — obpartHas TpaHCKPUTIIIHS,

I.H. — Iapa HyKJIEOTUOB,

ITAAT" — nonuakpuiIaMuIHBINA Te€llb,

ITOJI — nepekucHOe OKUCICHUE JIUINIOB,

[IL[P — monmuMepa3Has LenHas peakuus,
T-AHK — tpancnoprras /JHK,

ANOVA — MHOTO(haKTOPHBIN TUCTIEPCUOHHBINA aHAIN3,
ELISA — ummyHohepMeHTHBIN TBepA0(]a3HbIN aHAIN3,
HRP — nepokcunasza xpena,

ML — meToa MakcMMaIbHOTO MPaBI0NoA00uUs,
MP — meTo MaKCUMaJILHOM SKOHOMUH,

NJ — meTo1 «OmmkalIInX cocenein,

PLSD — noct-xok Tect ®uriepa,

PR-0enku — natoreH-o0ycnoBI€HHbIE O€NIKH,

R — HeTpaHchopmupoBaHHas (KOHTpOJIbHAs) KynnbTypa Rubia cordifolia,
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R-Ca — rtpancrennas «kymbTypa Rubia cordifolia, Tpancdopmuposannas Ca’'-

HE3aBHCHUMOI MOCTOSIHHO akTUBOM popmoii rena AtCPK1,

R-Na — tpancrennas kynbrypa Rubia cordifolia, tpancopmupoBanHas HeaKTHBHOM
dbopwmoti rena AtCPK1,

RA4 — tpancrennas kyiabTypa Rubia cordifolia, TpanchopMupoBanHas IUKHM IIITAMMOM
A. rhizogenes A4,

RACE — 6picTpas ammumndukaims KoH1eBbx GpparmenTtoB k/IHK,

RBL - rolB-tpancrennas xynprypa Rubia cordifolia ¢ HuskuM ypoBHEM 3Kcmpeccuu
TPaHCTEHa,

RBM - rolB-tpancrennas kyibprypa Rubia cordifolia co cpemaum ypoBHeM skcnpeccuu
TPaHCTCHa,

RBH - rolB-tpancrennas kynasrypa Rubia cordifolia ¢ BeicokuM ypoBHEM skcmpeccuu
TPaHCTCHA,

RCH - rolC-tpancrennas kynsTypa Rubia cordifolia ¢ BeicokuM ypoBHEM 3KCITPEeCCUH
TPaHCTEHa,

Rh — netpancopmupoBanHas (KoHTpoJsibHas) KynbTypa Rhodiola rosea,

RhB — rolB-tpancrennas kynsTypa Rhodiola rosea,

S — HerpanchopmupoBanHas (KOHTpOJIbHAS) KyabTypa Silene vulgaris,

SB — rolB-tpancrennas kyabTypa Silene vulgaris.
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