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BBEAEHHUE

AKTYyaJIbHOCTBH TeMbl ucciienoBanus. [lousennrsie 6akrepun Rhizobium rhizogenes
crocoOHbI mepeHocuth 00actTh Tpancnoptaoit JJHK (T-JIHK) cBoeii mimasmuasl Ri (ot
aHri1. root inducing) B reHoM pacTeHui. JTO MPUPOAHBIM MEXaHW3M TpaHchopmaiuy,
0€30IacHBIN 111 YeTIOBEKa MITU KUBOTHBIX, KOTOPBIA MPUBOIUT K TIOSIBJICHUIO TIPUPOJTHO-
TPAHCTEHHBIX PACTCHHUH W SBISCTCS MPUMEPOM TOPU30HTAIBHOTO TMIEPEHOCA TEHOB MEXKITY
npo- 1 sykapuotnyeckumu opranm3mamu (Matveeva and Otten, 2019). B cocrase T-JIHK
arpoOakTepuii coaepkarcs TEeHBl C W3BECTHBIMU (PYHKIHMSIMH, 00eCIIeYrBaIOIIIMHU
OMOCHHTE3 ONMMMHOB U PACTUTEIHHBIX TOPMOHOB, a TAKXKE MAJIOM3y4YEeHHBIE TeHBI CEMENCTBA
plast, k koTopeIM, B 4aCTHOCTH, OTHOCATCS TeHbl IOl (ot anrm root loci). IMocnemnue
KOTOpPBIE KaK B OTAEIHHOCTH, TaK U B KOMOMHALIUU JAPYT C JPYTOM, CIOCOOHBI BHI3BIBATH
HEOIJIACTHUECKU POCT ¢ 00pa3oBaHUEM «BOJOCATHIX» KOpPHEH, a TakXkKe Jpyrue
Mopdosoruueckre U (pU3noJoruueckrue N3MEHEHUs B TPAaHC(POPMHUPOBAHHBIX PACTEHUSAX U
KJIETOUYHBIX KyJbTypax. MHAYKIMS «BOJOCATHIX» KOpHEH arpobakTepuell BO3MOKHA
NPAKTHUYECKH Yy JIOOBIX ABYJOJBHBIX PACTEHHH W C TOYKHA 3pEHHS] OMOTEXHOJIOTHH
WMHTEpEeCHa TEM, 4YTO B YCJIOBUSX (N VItr0 JaHHBI THI TKaHM CIIOCOOCH K
HEOTPAHUYEHHOMY TOPMOH-HE3aBUCHMOMY POCTY M AKTHBHON MPOIYKIIMH BTOPUYHBIX
metabonmuToB (Stepanova et al.,, 2022). Beicokas reHeTHueckash CTaOMIBHOCTD
TpaHC(OPMUPOBAHHBIX KOpPHEH ONarompusaTCTByeT WX NPUMEHEHHIO Ui TOJYYCHHS
pekoMOMHaHTHBIX OenkoB W BakiuH (Gutierrez-Valdes et al.,, 2020). I'enermuecku
TpaHC(OPMHUPOBAHHBIE KOPHU TaKXKe MPEICTaBISAIOT COOOW IIEHHYIO MOJENb IS
UCCIIeIOBaHN B 00OmacTu ¢uTopeMeananuv, (HU3NOJOTHYECKUX TMPOIECCOB U IMyTeH
ounocunTesa y pacrenuii (Doran, 2009; Ono and Tian, 2011; Sharma et al., 2013).

OtnenbHble TeHbl rOl MaBHO TPUBIICKAIOT BHUMAHHE WCCICIOBATENCH CBOUMH
HEOOBIYHBIMH CBOMCTBaMH, OCOOCHHOCTSIMH TPOUCXOXKICHUS W DBOJIONUH, a TaKXKe
3HAYUTEIBHBIM TOTCHIMAIOM B O0JIACTH OHOTEXHOJIOTMH. HaKkoIJIeHHbIE JaHHBIC
NOMYEPKUBAIOT 3HAYUMOCTh JTHUX T'€HOB KaK PEryJsITOPOB B Pa3HOOOPA3HBIX acHeKTax

KHU3HCACATCIIbHOCTHU paCTeHI/Iﬁ — Ha4YuMHasA OT TIOpMOHAJIbHOI'O Oajlanca M 3aKaH4YHMBast
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3alUTHBIMU MeXaHu3MamMu u metadbosm3moM (IlaemoBa u ap., 2013; Mauro et a., 2017;
Paolis et al., 2019). HecMoTpst Ha 3TH 3HAYMTEIbHBIC YCIIEXH B M3YYCHHH I'€HOB rOl, ecTh
CYILIECTBEHHBIEC MPOOENbl B MOHUMAHUM MOJEKYJISIPHBIX MEXaHW3MOB HUX ACHCTBHS, UTO
OrpaHUYMBACT MX MPAKTHYCCKOE MPUMEHEeHHe. berku, koaupyeMble reHamu rol, He UMeroT
KaKOW-T1M00 YEeTKOW TOMOJIOTMM C M3BECTHBIMM O€NKaMHU pacTeHUN WM OakTepuid, a
naHHble 00 WX (PEPMEHTATUBHOM AKTUBHOCTH HEMHOTOUYWCICHHBI M MPOTHBOPEYUBBHI.
Bosiee Toro, ObIJIO BBISICHEHO, UTO TeHbI MOl MOTYT OKa3bIBaTh MJICHOTPOITHOE BO3JICHCTBHE
Ha TPOIIECChl POCTa M BTOpUYHOTO MeTaboiu3Ma. [loaToMy m3ydeHne MONEKYISIPHBIX H
KJICTOYHBIX MEXaHH3MOB, JICKAIIUX B OCHOBE ICUCTBHS I'eHOB IOl, a Takke aHanmm3 ux
BO3/ICICTBUS Ha OMOCHHTETHUYECKHE IMPOLIECCHl B PACTUTEIbHBIX KJIETKaX MPEICTaBIISIIOT
co00if akTyaTbHOE HAMpaBJICHUE HAYUYHBIX UCCIICOBAHUIA.

KneTounsle KylabTypbl pacT€HUH SBJISIOTCS IIEHHBIM MHCTPYMEHTOM OMOTEXHOJIOTUU
JUISL MCCJIEIOBAHUSI MOJIEKYJIAPHBIX M (PU3MOJOTHYECKUX MPOIECCOB B KOHTPOJIUPYEMBIX
yCIOBUSIX. B oTnmume OT pacTeHuid, KyJbTypbl KIETOK OOECredYrBAaIOT T€HETUYECKU
OJTHOPOJIHBIN MaTepuall, 4TO MOBBIIIAET BOCIPOU3BOAMMOCTD U YIIPOILAET aHAU3 JaHHbIX.
OcoOp1ii MHTEpEeC MPEACTaBISET HWCIMOJb30BAHMWE KIETOYHBIX KYyJIbTYyp AJS TOTYYCHHS
BTOPUYHBIX META0OJUTOB PACTEHUN — YHUKAJIBHBIX COEIUHEHHM, 00J1a1at0IIKX IHPOKUM
CHEKTpOM Ouosiornueckux AH(P(EKTOB MU UMEIIMHUX 3HAYUTENbHBIA TMOTEHLHAT B
pa3paboTKe HOBBIX JIEKAPCTBEHHBIX CPEACTB. DTHU META0OJIUTHl BKIIIOYAIOT AJTKATIOUIBI,
(1aBOHOMIBI, TEPIIEHOMABI U MHOTHE JPYrHe COEIUHEHMs, KOTOpble€ MOTYT CIIy>KUTb
MOIIHBIMA ~ AHTHOKCHJIAHTAMH, aHTUMHUKPOOHBIMH, TMPOTHBOBOCHANIUTEIBHBIMU |
IPOTUBOOITYXOJIEBBIMU ~ areHTaMH. BaXXHO OTMETUTh, YTO KJIETOYHbIE KYJbTYpHI
MO3BOJIAIOT HE TOJIBKO OOOWTH OTPAaHUYEHHS], CBSI3aHHBIE C CE30HHOCTHIO M U3MEHEHUSIMU
KIUMaTa, HO W YBEIWYUTHh BBIXOJ IIEHHBIX BEIIECTB, 3a4acTYI0 HEIOCTYMHBIX WJIH
CIIOKHBIX JJI M3BJICYCHUS U3 TPAJUIMOHHBIX PACTUTENbHBIX HCTOYHUKOB. MeTobl
TCHETUYCCKOW WHXEHEPUU 3HAYUTENIbHO PACHIMPSIOT BO3MOXXHOCTH MOAUDUKAIIH
BTOPUYHOTO MeTaboIM3Ma B KIETOUHBIX KyJIbTypax PacTeHHM, CIOCOOCTBYS YBEINUCHHIO

X OMOTEXHOJOTHMYECKOr0o IIoTCHIMAJIa.
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Crenenn pa3padboTaHHOCTH TeMbl. J[0JIroe BpeMsl CUATAIOCh, YTO UCKIIOUYUTENBHON
¢ynkiumeir reHoB  rol  sBisercs  Bo3meiicTBME  HA  TOPMOHANBHBIA  CTaTyC
TpaHCHOPMHUPOBAHHBIX KIETOK. OJTHAKO Takas yHpOIICHHAs «TOPMOHAIbHAS) THIIOTE3a CO
BPEMEHEM YTpaTWJIa aKTyaJbHOCTb B CBSI3U C IOSIBJICHMEM HOBBIX CBEICHUHN O JNEHCTBUU
rol-renoB Ha pa3HOOOpa3HbIC acHeKThl (YHKIIMOHHPOBAHUS DPACTHUTEIBHBIX KIETOK, HE
CBsI3aHHBIC HAMpsAMYIO ¢ dddexkramu puroropmoHoB. Taxke ocTaBancs OTKPHITHIM BOIIPOC
O BJIMSHHUM TEHOB IOl Ha SKCHpecchio TeHOB, OTBETCTBEHHBIX 32 OMOCHMHTE3 BTOPHUYHBIX
MeTabOIUTOB, ¥ O CTAOMIBHOCTH MHIyIIHPOBAaHHBIX UM U3MEHEHUN MeTabonn3ma.

AxtuBHble (Gopmbl kuciopona (ADK) ciayxkar He TONBKO (HaKTOPOM 3aIIUTHI
pacTeHui OT MMATOre€HHBIX MUKPOOPTaHU3MOB, HO U SIBJISIFOTCS BaXKHBIMM MHTEPMEIUATAMU
CUTHAJIBHBIX CHUCTEM B PpETrYyJALMH POCTa, Pa3BUTUS M OTBETOB Ha aOHMOTHYECKHUE
cTpeccoBble ycioBus. TemM He MeHee, OCOOCHHOCTH B3amMojeiicTBus R. rhizogenes c
pacTeHusIMU B KOHTeKcTe Meraboim3ma A®DK ocrtaBanuch HEW3BECTHBI. DTOT BOIPOC
MPEACTABIIAECT 3HAYUTENbHBIA MHTEPEC A1 OMOTEXHOJOTMU B CBSI3U C MOTEHIIMAIBbHBIM
BausiHMeM A®K Ha MeXaHW3Mbl 3alllMThl PACTEHUH U ajanTaluy K HeOJaronpUsTHHIM
(dbakTOpaMm BHEIIHEU CPEIbI.

Heau u 3amaum ucciaenoBanms. llenpio gaHHOW pabOTHI SBJISIOCH BBISBICHUE
MOJICKYJISIPHBIX MEXaHH3MOB JCHCTBUSI arpoOaKTepHalibHBIX T'eHOB 0l Ha OWOCHHTE3
BTOPUYHBIX coeauHeHui, Merabonn3smM ADK u yCcTOMYMBOCTH PACTUTENBHBIX KIETOK K
abMOTHYECKUM CTPECCOBBIM (pakTopam. J{iIst AOCTHKEHUS TaHHOM 11eNii ObLITM MOCTABIIEHBI
CJIEIyIOLIUE 3a]auu:

1. U3yunth ocoOeHHOCTH FOl-omocpeIoBaHHOM PEryJIsIiiuU BTOPUIHOTO MeTaboIi3Ma
B KJIETOYHBIX KYJIbTYpax JEKapCTBEHHBIX U MOJEIIbHBIX PACTEHU.

2. Onpenenuth BIUSHHE OTICIBbHBIX reHOB FOIB m rolC, a taxxke TpanchopMarmu
aukuM mrammoM R. rhizogenes A4, Ha cogepxanne ADK B TpaHCTEeHHBIX KIETKaxX W Ha

UX YCTOMYMBOCTh K aOMOTUYECKUM CTPECCOBBIM BO3JACHCTBUSIM.
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3. BbigBUTH B3aUMOCBSI3b MeExay conaepxkannem A®K, »skcopeccuerd Te€HOB
anTrokcuaanTHOM cucteMbl M HAJI®H-okcumaszbl B TpaHCHOPMUPOBAHHBIX KIIETKaX
pPaCTCHUMN.

4. Ouenuty ywactue Ca®'-3aBHCHMBIX NpOTEMHKHMHA3 B I0Ol-omocpemoBaHHBIX
peaKkIusax TpaHC(HOPMUPOBAHHBIX PACTUTEIBHBIX KIETOK.

5. WMByuuTep DJKcmpeccHi0 TEHOB, CBS3aHHBIX ¢ OwmoreHesom MuKpoPHK,
TOPMOHAJILHOW ~ PETyJIAIMe ¥ 3allUTHBIMA MEXaHuW3MaMHu, B [FOIB-TpaHcreHHBIX
KJIETOYHBIX KYJIbTYpax.

Hayynasi HOBM3HA W NPAKTHYeCKass 3HAYUMOCTb PadOThI. YCTaHOBIIEHO, 4YTO
reabl FOIA u rolB crmocoOHBI JUIMTENIbHOE BpeMs MOJJICPKUBATh BBICOKHH YpPOBEHB
OMOCHHTE3a aHTPAaXMHOHOB B  TPAHCTEHHBIX  KJIETOYHBIX  KYJbTypax  MapeHbI
cepAlearucTHOW. ['eHbI rOl yBeNIMYMBAIOT CHHTE3 AHTPAXMHOHOB IIYTEM aKTHBAIMH
DKCIIPECCHUU KITIOUEBBIX TE€HOB MX OwmocwHTe3a — wm3oxopm3Mmar-cuaTtasel (ICS), O-
cykimaninoen3oar-KoA-curaraser (OSBS) 1 O-cykmuaunbdenzoar-KoA-muraser (OSBL) u
n3oneHTeHwAndochar-nenpra-uzomepassl (IPPI). Tlpu stoM MakcumanbHbI 3ddekT
aKTUBAIIMU TIOJ JelicTBUeM I0IB mposBisercs cpasy mociie TpaHchopMalldu, TOrjaa Kak
rolA BbI3bIBACT MOCTENCHHOE MOBBIIICHUE YPOBHS MPOIYKIIMH aHTPAXWUHOHOB B MPOIIECCE
KYJIbTUBUPOBAHUS TPAHCTEHHBIX KIJIETOK.

BriepBbie BbISIBIICHA CITOCOOHOCTH I'eHOB FOl, Kak 1Mo OTIEIBHOCTH, TaK U B COCTaBe
natuBHou T-JIHK arpobGakrepuii, HHTHOMpPOBATH MPOIYKIIMIO BHYTpHUKIETOUHBIX ADK.
Jauubiii 3¢ PexT mposiBIsSeTCcsl Kak B HOPMaJIbHBIX YCJIOBHUSIX, TaK W TMPU BO3JICUCTBUU
CTpeccOBbIX (haKTOPOB, 00ECIIeUnBast TOBBIIIEHHYIO YCTOMYMBOCTh TPAHCTEHHBIX KJIETOK K
HEOJIaronpUsITHHIM BO3JICUCTBUSIM.

YCcTaHOBIIEHO, YTO TEHBI 0l Mo-pa3HOMY OCYIIECTBIISIOT TCHETUYECKYIO PETYJISIHIO
nyTeil renepanuu u aetokcukanuu ADK tpancrennsix kietok. ['er rolC crmoco6cTByeT
camwkenuto npoaykuun ADK, unrnbupys skcrpeccuto HAJIOH-okcupas, torma kak

a¢dexT rolB cBsi3aH ¢ akTUBaIMEH TPAHCKPHITIIUU I'eHOB aHTHOKCUIAHTHBIX (DEPMEHTOB.
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BriepBbie oxapakTepu3oBaHO Bo3ueilicTBue reHa rolB wa Ouorenes mmkpoPHK, a
TaKXKE€ OKCIpecCHio OEJIKOB TEIUIOBOTO IIOKa M IUKIO(QWIMHOB, CBSI3aHHBIX C
TOPMOHAJIBHOW PETYJIALUEN U 3AIIUTHBIMHU PEAKINSIMU PACTEHUU.

Hocturnyta >QQexTuBHas axkTUBAlMs BTOPUYHOrO MeTabosiM3Ma B KIETKax
JICKapCTBEHHBIX PACTEHHIA, UCIIONB3Ysl METO/ TeHeTHYeCKO Tpanchopmaruu reHamu rol.
B xj1eTOUHOM KyJIbType MapeHbl CEPALECIIMCTHON JaHHBIN MTOAX0/ MO3BOJISIET MHOTOKPATHO
YBEJIMYUTHh MPOAYKIMIO AHTPAXMHOHOB II0 CPABHEHHIO C KOHTPOJBHOM KyJlbTypou. B
TpaHC(HOPMHUPOBAHHBIX KOPHAX KUPKA30HA MAHBYKYPCKOTO KOHIIEHTpAIMsI MarHo(aopruHa
JIOCTUTJIA 3HAYEHU, TPEBBIIIAIOIINX [M0KA3aTeNId JUKOPACTYIIEH JTUAHBI.

Metogosioruss m MetToabl HccaeA0oBaHMsA. B pabore NpUMEHsUIM COBPEMEHHBIE
METO/Ibl OMOTEXHOJIOTMHM, T€HHOM HMH)KEHEPUU U MOJIEKYJSIpHOM OHOJIOTMU PACTEHUU.
WMHCTpyMEHTAJIBHBIE METOJbl aHAIW3a BKJIIOYAIM IOJIMMEPA3HYI0 LEMHYI0 DPEAKLIUI0 B
peanbHOM BPEMEHHM, >KHJIKOCTHYIO XpOMATOrpauio ¢ TaHIEMHONW MacC-CIEKTPOMETPHUEH,
KOH(oOKalbHYyI0 MHUKpockonuio u cekBeHupoBanue JIHK. B xonme muccepranuoHHON
paboThl OBUIM MCHOJB30BaHbl MH(GOPMAIIMOHHBIE PECYpChl, BKIIOYas 0a3bl JIaHHBIX
GenBank u TAIR. [Jlns ananmu3a U oOpaOOTKH HKCIEPUMEHTAJIBHBIX JIaHHBIX OBLIU
MPUMEHEHBI CICIMATM3UPOBAHHBIE TPOrpaMMHBIE TakeThl, Takue kKak Phyml, Phylip,
ProtTest, MUSCLE u MEGA.

OcCHOBHBIE 110JI0KEHH S, BBIHOCMMbIC HA 3aIIIUTY.

1. T'ennl rol oOecnieunBarOT CTAOUIBHYIO M PETYIHPYEMYIO aKTHBAIIMIO OMOCHHTE3a
pPa3IUYHBIX KJIACCOB BTOPUYHBIX METAOOJIMTOB PACTEHMI: aHTPAXWHOHOB, MPOU3BOIHBIX
(eHaHTpeHa, WHIOJBHBIX TIJIIOKO3MHOJIATOB U (hiaBoHOUAOB. lloBbIIIEHHE TPOAYKLHUU
OOYyCJIOBJICHO aKTHUBALlMEW TPAHCKPUIILIUA T€HOB OMOCHHTE3a BTOPHUYHBIX METa0OJIUTOB.
[Tpu 3ToM 3¢ dektr reHos rolB u rolC mocturaroT MakCMMabHBIX 3HAUYEHUH Cpasy MoCie
TpaHchOpMaIlM U OCTAIOTCSA  CTAOWJIBHBIMH  Ha  MPOTSHKCHUH  JIJTUTEIBHOTO
KYJIbTUBUPOBaHMs KJIeTOK. CTUMyIUpyrolmue cBoiicTBa TeHa F0lA ycuimuBaroTcst mpu

JJIMTCJIbHOM KYJIbTUBUPOBAHUM.
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2. T'ensl rol MomynmMpyrOT OKHCIUTENFHO-BOCCTAHOBUTEIILHBIA TOMEOCTa3, IOIABIISS
nponyknuio BHyTpukierouHbix ADK. Mexanusm neiictBus reHoB rol Ha mpomykimio
A®OK pazmuuaercs. ['er rolC camxkaer, a ren rolB akrusupyer skcrpeccuto HAJIDH-
oKcuzas U (PepMEHTOB AHTUOKCUIAHTHON cuUcTeMBbl. B KkieTkax, TpaHC(OPMHUPOBAHHBIX
nukaM  mramMmmMoM  R. rhizogenes, HaOmrogaeTcs CMEIIaHHBIA  A(PQGEKT: CHIKCHUE
skcnpeccun  HAJI®OH-okcuzma3 w  akTHMBaUus HEKOTOPBIX AHTHOKCHIAHTHBIX T'€HOB.
[Tonnepxxanue 3amanHoro ypoBHs A®PK nocTuraercs Takke MOCPEACTBOM PEryJIsIUU
uzopopm CDPK, obecrieunBaronux CHIKEHNE €€ BHYTPUKJIETOYHOTO COJEPKaHUSI.

3. IonaBnenne nponyknuu BHYTpukieTouHbIX ADK ornenbHbiMEH reHamu FOIB u
rolC, a raxke aukuM mTamMmmoM R. rhizogenes A4, obecrieunBaeT TpaHCTEHHBIM
KyJbTypaM MOBBIIICHHYIO YCTOMYMBOCTh K AOMOTUYECKUM CTPECCOBBIM BO3ICHCTBUSIM.
[Tokazarenu >KU3HECIOCOOHOCTUM B TPAHCI€HHBIX KyJIbTypax OBLIM BbILIE, TOTJA Kak
OTBETHAs PEaklisi Ha CTPECC — MEHEE BBIPAYKEHA, YTO TAaK)KE CBUAETENIbCTBYET O OOJbIIEH
YCTOWYHUBOCTH.

4. IneowitporiHoe BiusiHUe FOIB Ha u3nonornyeckrue U MeTabOIMUECKUE TPOLIECCHI
TpaHC(OPMHUPOBAHHBIX KJIETOK CBSI3aHO C aKTHBALMEH OT/AEJIbHBIX KOMIOHEHTOB armnapara
PHK-unTepdepennnu, Briaro4yas KIOYEBbIE OCNKH CO3pEBaHMS, CTAaOWIU3AlUA U
¢bynkunonupoBanun MUKpoPHK, a Taxke OenkoB TEMmIoBOro mOKa W LUKIO(YHUIIIUHOB,
00€eCIeYnBaOIINX, B TOM YUCJIE, OBBIIIEHUE YCTOMYMBOCTH K CTPECCOBBIM (haKTOpam.

CreneHb A0CTOBEPHOCTH Pe3yJbTaToB. CTENEHb JOCTOBEPHOCTH IIOJIYYEHHBIX B
X0Jle JUCCEPTAlMOHHOMW pabOThl pPE3yJbTaTOB MOATBEPKIAETCS HCIOIb30BAHUEM
BaJIMIMPOBAHHBIX aHATUTUYECKUX METO/I0B, CTPOTUM COOJIOCHUEM MPUHIIUIIOB HAYUYHOTO
DKCIIEPUMEHTAa W KOMIUIEKCHBIM IMOAXOJOM K aHajdu3y AaHHbIX. Bce 3KCnepuMEHTHI B
paMKax JaHHOTO MCCJIEIOBaHUS MPOBOJAMIMCH MHUHUMYM B TpeX OHOJOTHYECKUX
MOBTOpPAax, COINPOBOXKJAEMBIX COOTBETCTBYIOIIMMH KOHTPOJBHBIMH  HCIIBITAHUSIMH.
JlanHble, coOpaHHBIE B XOJI€ SKCHEPUMEHTOB, ObUIM MOJBEPIHYTHI CTATUCTUYECKOMY
aHaNIKM3y, BKIIIOYAsi IPOBEPKY 3HAYMMOCTH HaOIIOAAEMBIX pa3IMuui, C UCIOJIb30BAHUEM t-

kputepusi CThIOICHTa U MHOTO(AKTOPHOTO qucnepcuonHoro ananusa (ANOVA).
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AnpoGanuss padorbl. Marepuansl AaHHOW paOOThl OBLIM MpEACTaBICHBI Ha
CIEIYIOUX POCCUMCKUX U  MEXKAYHApPOJIHBIX KOH(MEpPEHIUAX UM CHUMIIO3UYyMaXx:
Mexnynaponnas koHbepeHuus “buorexHonorus Ha pyOexe ABYX ThICSUYENETHI”
(Capanck, 2001), 7-as Ilymmuackas mkona-kodepennus “buomorus — nHayka XXI Beka”
(ITymuno, 2003), 7-as pernoHaqbHOM KOH(EPEHILHsS MOJOIBIX YYEHBIX ‘“AKTyalbHBIC
npobsiiemMbl xumuu u Ouonorun” (BmaguBoctok, 2003), Bcepoccuiickas koH(pepeHIHs
"Xumuss W TexHosorus pactuTenbHbIx BemecTB" (Caparo, 2004), peruoHanbHas
koH(pepennus  “UccnemoBanuss B oOmact  (QUBHKO-XMMHYECKOW  OHWOJIOTUHM |
ouorexnonorun” (BraauBoctok, 2004), 15th International Biotechnology Symposium and
Exhibition (Tary, FOxnas Kopes, 2013), The 8th International Conference on European
Science and Technology (Mronuxen, ['epmanus, 2014), Second European Conference on
Biology and Medical Sciences (Bena, Actpus, 2014), XV Bcepoccuiickoit MOJIOASKHON
HIKOJIe-KOH(PEPEHITMU TI0 aKTyallbHbIM MpoOjeMaM XUMHUM U Ouosioruu (BraauBocTok,
2014), VIII MoCKOBCKOM MEXIyHapOAHOM KOHrpecce «BbHOTEXHOJOrus: COCTOSHUE U
nepcnektuBbl pazButus» (Mocksa, 2015), VI MexnyHapoaHoil HaydHO-TPaKTHYECKOM
KOH(epeHnn «AKTyaJbHble TPOOJEMbl OWOJIOTMH, HAHOTEXHOJIOTMM M MEIUIUHBD)
(PocToB-na-Jlony, 2015).

IMyoaukanuu. [lo matepuanam aucceptarnuu omyoaukoBana 31 paboTa, B TOM ducie
17 Hay4HBIX cTaTell B pEeLIEH3UPYEMBIX KypHaiax, pekomeHnoBaHHbIX BAK P®, 3 ctaTeu
B APYTUX MEPUOINYECKUX U31aHusAX U 11 MaTepuanoB KOHPEepeHIUH.

JInunbiii BKJIaag aBropa. OCHOBHBIE pe3yJIbTaThl ObLIM MOJYYEHBI JIMYHO aBTOPOM,
a100 MOJ ero HEeMOCPEACTBEHHBIM PYKOBOACTBOM. ABTOp OCYIIECTBIISLI IJIAHUPOBAHUE U
NPOBEJCHUE HKCIIEPUMEHTOB, BBHIOOD METOJIOB, aHaIM3 pE3yJbTaTOB U TMOJATOTOBKY
nyonukanuii. XUMUYECKUHA aHalu3 KYyJbTyp MapeHbl CEpALCIMCTHON BBINOJHEH
COBMECTHO C COTPYJIHUKAaMHU J1a0OpaTOPUU XUMHUHU MPUPOTHBIX XUHOMHBIX COCAMHEHUN
Tuxookeanckoro HHCTUTYTa 6uoopranndeckoit xumuu /IBO PAH k.x.H. Mumenko H.IT. u
n.x.H. ®enopeeBbiM C.A. dapmakonornyeckass akTHBHOCTb AHTPAXMHOHOB OIpEIEIeHA

COBMECTHO C KoJiIeraMHu 13 AJITaliCKoro ToCyAapCTBCHHOT'O MCIUIIMHCKOI'O YHUBCPCUTCTA
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(r. bapuayin). Bropuunble MeTaboInThl pe3yXOBUAKUA Tajs U KMpKa3oHa MaHbYKYPCKOTO
aHaNMM3upoBasid coBMecTHO ¢ H.c. ['puropuyk B.I1. (OHI] buopasnoobpaszus JIBO PAH).
[{UTOTOKCMYECKHE CBOMCTBA 3KCTPAKTOB U3 KJIETOYHBIX KYJbTYp KUPKA30HA ONpPE/IEICHBI
COBMECTHO C KOJUIETaMH M3 JabopaTopuu OMOMEIUIIMHCKUX KJIETOYHBIX TEXHOJOTUU
[Ikonpl MEIULIMHBI U HAYK O XHU3HU [lanbHeBOCTOUHOTO (penepanbHOro yHUBEpcuTeTa (T.
BnamuBoctok). Ananm3 coxepxkanusi ADK ¢ moMomibio KOH(GOKATEHOW MHUKPOCKOIHH
MPOBEIEH COBMECTHO C PYKOBOJUTENIEM JIA0OPATOPUM KIETOUHOM OMOJIOTMH M OMOJIOTUU
pazsutusi ®HI buopaznoobpasus JIBO PAH k.06.1. 'opnenuenko T.1O.

Crpykrypa aucceprammu. JluccepranuonHas paboTa COAEPKUT CIEAYOIINe
paznensl: Baenenune, OO030p nuTepaTypsl, Matepuansl ¥ MeTOAbl, Pe3ynbTaThl u
oOcyxnenue, 3axnoueHue, BwBoabl m Cnmcok muteparypbl. CHHCOK JHTEpaTypbl
BirouaeT 802 mcrounuwka. Jluccepramus u3nokeHa Ha 353 CTpaHHUIAX U COASPXHUT 61
pUCYHOK U 18 Talmi.

baarogapHocTi. ABTOp BbIpaXkaeT INIyOOKYIO NMPU3HATEIBHOCTh CBOEMY HAYYHOMY
KOHCYJIbTaHTy wWi.-kopp. PAH bynrakoBy B.II. 3a MHOTOJIETHIOIO TOAAEPKKY, LIEHHbBIC
COBEThl M pEKOMEHJaluu. ABTOp HUCKpeHHe Osaromaput akaaemuka Kypasinesa FO.H.,
n.6.H. Yenomuny I''H. m n.6.H. KapraBueBy M.B. 3a minomoTBOpHYIO TOMOIIb MpU
MOJATOTOBKE PYKONUCH Jucceprauuu. ABTOp Onarogaput K.x.H. Mumenko H.IL., n.x.H.
®enopeeBa C.A. u H.c. ['puropuyk B.II. 3a HeolleHUMBIN BKJIaJ] B XMMHUYECKYIO YacCTh
Hacrosero ucciuenoBanus; k.0.H. 'opnenuenko T. FO. u un.-xopp. Amununa J1.JI. — 3a
[UTOJIOTUYECKUE HCCIEAOBAHUSI WU IE€HHbIE KOHCyNbTanuu; H.c. Yepnomen I'.K. — 3a
MOMOIIIb B MOJYYEHUHU U KYJIbTUBUPOBAHUM KJIETOUHBIX JIMHMM; K.0.H. Bepemeitunk ['.H. —
3a IMOMOIIb TP OTPESICHNN YKCIIPECCH reHoB; K.0.H. ABpamenko T.1O. u k.6.H. IOrait
FO.A. — 3a moMo1Ib B 3KCIIEPUMEHTAIBHOU padoTe. ABTOP TaKX e BBIPAKAET UCKPEHHIOIO
MPU3HATEIBLHOCTh BCEM CBOUM KOJIJIEraMm.

B pabote ucnonwzoBanim obopynoBanue [IKII “buorexHosnorus v reHeTHdecKas

unxenepus” ®HILL buopasznoobpazusa IBO PAH.
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1. OB30P JIMTEPATYPBI

1.1. ITpupoaHblii MeXaHU3M NepeHoca reHoB GakTepusiMu poaa Rhizobium
1.1.1. Konuenuusi reHeTHYeCKO KOJOHU3AIUMN PACTEHNH

[TouBeHHBIE TpaMoTpHUIlaTeIbHbIe OakTepun poxa Rhizobium (panee Agrobacterium)
oTHOCAT K cemelicTBy Rhizobiaceae, kimacc anbda-nporeodakrepuii. Hauboee n3BectHole
npeacTaBuTeNn cemeirictea — R. rhizogenes (panee A. rhizogenes) u R. radiobacter (panee
A. tumefaciens) — cmocoOHBI 3apakaTh IIHUPOKUN KPYT PaCTCHHI-XO035€B HCITOJIB3Ys
MEXaHHU3M TOPU30HTAIBHOTO TEpeHOca. B TeHHO-MH)KEHEPHOW MpakTUKe arpoOaKkTepuu
UCTIONB3YIOT AJisl TpaHChOpMaIluu JIBYAOJIBHBIX U HEKOTOPHIX T'OJOCEMEHHBIX PacTEHUH,
KJIETOK XKUBOTHBIX W TpuOoOB, B ToM uwmcie, apoxcked (Lacroix et al.,, 2006). Cpeau
IPEUMYIIECTB UCIOIb30BaHUSI OAKTEpHUil B KaUeCTBE F€HHO-UHKEHEPHOTO UHCTPYMEHTA —
IIPOCTOTA M HU3KAs CTOMMOCTb NPOLEAYpPBI, Manas BEPOATHOCTH Iepectpoek B JIHK,
HEOO0JIbIIIOE YMCIIO KON M BbICOKAsi CTAOMIBHOCTh BCTaBKU IpH TpaHchopmanuu. Kpome
arpoOaKTepHil CHOCOOHOCTHIO K TE€HETHYECKOW TpaHchopmauu o0JafaloT U Jpyrue
NpeACTaBUTENN Kilacca aib(a-mporeodakTepuii, HO 3P(HEKTUBHOCTh TpaHCcHOpMaluu B
sToM ciydae ropazno Huxe (Gelvin, 2017). brnaromapsi cmocoOHOCTH OCYIIECTBISThH
MEPEHOC TEeHETHYECKOTO MaTephalia MeXAy MPEeICTAaBUTEISIMH  pPa3HBIX  IIapCTB,
arpo0aKTepHUn CTAIU 0OBEKTOM OOJIBIIIOTO KOJIMYECTBA (PyH/IaMEHTAILHBIX UCCIICIOBAHUH,
a TaKXke MpUoOpesd OOIBIIOE 3HAYCHHE JIJISI IPOMBIIIEHHON OMOTEXHOJIOTHH.

CrocoOHOCTh K TpaHCreHe3y 00yCIOBICHA HATMYMEM Y BCEX BUPYJIEHTHBIX IITAMMOB
arpoOaktepuii Bupocnenuduyabix Ti- (oT aHr1. tumor-inducing) wimm Ri-mnasmun
(ot anra. root-inducing), pasmep KoTopbix MoxeT jgocturatb 250 Teic. Im.H. B cocraBe
TUTa3MU OOHAPY>KMBAETCS YYaCTOK, KOTOPBIM MEPEHOCUTCS B PACTUTENBHBIA TEHOM —
tpancnoptHas JIHK (T-JIHK), conepxamuii rensi, konupytomue hepMeHTh OMOCHHTE3a
OMMHOB, PACTUTENBHBIX (UTOTOPMOHOB, a TaKKe TEHBbI, OTBETCTBEHHBIC 3a MPOIECC
HEOIJTAaCTUYECKOM TpaHcopMalMd KIETOK pAcTeHHMH, KOTOpble YacTO HMMEHYIOT
onkoreHamu (PucyHok 1). OKTONMHMHOBBIC W arpONHHOBBIC THITHI TUIA3MUJ] COJCPXKAT JIBE

ko T-JJHK — T -JHK u Tr-JIHK, B HEKOTOpBIX cCiy4dasgx TaKXe BBIACIAIOT
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HeHTpaabHyt0 00sacth Mexay HuMu — [ -JIHK (Gelvin, 2003; Gordon and Christie, 2014;

Ozyigit et al., 2013) (Pucynoxk 1).

T'ensl 6nocunTE32
ayKCHHOB/
HMUTOKHHHHOB

OHKOTeHbI I'eHEI cHHTE3a

OITMHHOB
O6nacts T-JTHK
B RB
Ti/Ri-muasmMupga .

Vir-reHs

: Karabomsm
Or OIMMHOB

Pucynoxk 1 — Cxematmyeckas WUIOCTpauusi opranuzauuu Ti- u Ri-mma3Mujel
arpobakrtepuii. Jlesas (LB) m mpaBas (RB) rpammma o6Gmactu T-JIHK, Touka Hauana
perutukaruu (0ri), 001acTh KoHbtoraruu (1ra), TeHbl BUPYJICHTHOCTH (Vir-TeHBI).

Oynkus T-JIHK 3akmiouaercs B 00ecrieueHUU >KU3HEACSTENIBHOCTH OaKTepuu
MOCPEICTBOM SHEPTOPECYPCOB paCTUTENbHOU KieTKU. Pazmep npupoanon T-JIHK moxer
BappupoBaTh, gocturas 30 ThIC. M.H., TOrJa KaK B JIAOOPATOPHBIX YCIOBUAX pa3Mep
¢dbparmenta JIHK, ycneniHo nepeHEeCeHHOro ¢ MOMOIIbI0 arpobakTepuid, cCocTaBui Oosee
100 Teic. m.H. (Gelvin, 2003; Miranda et al., 1992). BpemenHnas skcnpeccus TPaHCTEHOB
MOET ocymiecTBiAThcsl 6e3 unterpanuu T-/IHK B pacturensHbIil TeHOM, TOTAa Kak s

CTaOMIIBLHOM TpaHC(hOPMAIIUU ATO YCIIOBHE SIBISETCS 00s3aTEIbHBIM.
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1.1.2. Moaexyasipubiii Mexanu3Mm nepenoca T-/IHK

Hnsa ocymectBienus: nepeHoca u uHrerpauuu T-JIHK B pactuTenbHblii TEHOM B
COCTaBe IMJIa3MHJI BUPYJICHTHBIX IITAMMOB COJAEPIKHUTCS ONEPOH, KOAUPYIOMUN (PaKTOPHI
BUpYJICHTHOCTH Vir (oT aHri. virulence). B cocraBe kopoBoro omnepona, oOIIUi pasmep
KOTOPOTO COCTaBJisieT OKoJio 30 ThIC. IL.H., BBIACISAIOT CEMb OCHOBHBIX JIOKYCOB (VirA—
VirG). BHyTpH wim psJIoM ¢ HIM MOTYT OOHapy>KHBaThCs BCIIOMOTaTelIbHbIC TeHbI — VirF,
VirH, virJ-virM, nannuue KOTOPBIX HE SBIISETCSA 00sI3aTCIIBHBIM I OITyX0JIe00pa30BaHuUs
(Melchers et al., 1990; Stachel and Nester, 1986; Kalogeraki and Winans, 1998). 13BectHO
Tak)Ke, YTO Ha PAHHHUX CTaAUsIX MHOUIMPOBAHUS MPUHUMAIOT YYaCTHE U T'€HbI, BXOJSIIINE
B cocTtaB OakTepuaibHoro Hykiacouaa (Nester, 2015).

AKTHBAIIMIO JKCIIPECCHH TEHOB VII MOXET BbI3BaTh psaa  (AKTOPOB, BKIFOYAS
NpUCYTCTBHE (DEHOJIBHBIX COCAMHEHUM W HEKOTOPHIX IMOJIMCAXAPUIOB PACTUTEIHLHOTO
MPOUCXOXKJICHNUS, HU3KUU ypoBeHb (QocdaToB, MOHMWKEHHBbIA ypoBeHb pH u npyrue
(Lacroix and Citovsky, 2013). [ns 3amycka TpPaHCKPHIIUK  HEOOXOaMMa
JIBYXKOMIIOHEHTHasi ~ cucTemMa OenkoB-akTuBaropoB VirA u  VirG, MNOCTOSHHO
MPUCYTCTBYIONINX B OAKTEPUAIBHBIX KJIETKAaX B HU3KUX KOHIIEHTparusx. [Ipu cBs3piBaHUU
C CHUTHQJIBHOW MOJEKyJIOH MeMOpaHHBIM Oenok VirA, SBISIONMNACA pelenTOpHON
TUCTUMHKUHA30M, MpeTeprneBaeT AUMEpHU3alnilo ©W  aBToochopuivpoBanue, C
nocieaywnmM nepeHocom ¢ocdarnoit rpynmsl Ha VirG. Ilocnennuii, B cBOw ouepep,
U3MEHSET KOHGOPMAIMIO M BBICTYNAET B KayecTBE TPAHCKPUIIIMOHHOTO (akTopa,
aKTUBHPYsI dKcIpeccuto Vir onepona (Jin et al., 1990).

[TpoaykTel reHOB Vir — xenukasa VirD1 u Hykieasa VirD2 — ydacTBYIOT B CHHTE3€ U
npoueccuHre/cozpeBanu  T-komrmiekca. COBMECTHO OHH  OINOCPEOYIOT —BbIpe3aHHe
onHouenoueunbix T-JIHK B cailTax y3HaBaHuWs, NPEACTaBIECHHBIX WHBEPTHPOBAHHBIMHU
NOBTOPaMH OKOJIO 25 M.H., 10 KOTOPBIM BHOCSTCS OJHOLIENIOYEYHbIe pa3psiBbl. llocie
nepBoro Hajapeza VirD2 koBaneHTHO mnpucoeaussiercs k 5'-xonny T-JIHK u BHOcUT
paspeiB ¢ 3'-koHma (Scheiffele et al., 1995). CoBmectHo ¢ apyrumu Genkamu (VirDS5,

VirE2, VirF y R. radiobacter, GALLS-CT u GALLS-FL — R. rhizogenes) T-komriekc
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TpaHcnopTupyerca B kieTky-peuunuent. Ilepenoc T-JIHK ocymectBusiercss uepes
OakTepualibHyl0 cucTeMy cekperuu [V Tuna, Takxke copmupoBaHHyro Vir OenkaMu.
Cekpenysi OCYIIECTBISIETCS HEMOCPEACTBEHHO YEPE3 IMOJbIE€ MMUJIU, MTOCIE YEro KOMIUIEKC
T-JIHK u Vir 6e1K0B TpaHCIIOPTUPYETCS U3 LIUTOILIa3MbI B s1ipo. [lepeHoc uepes saepHyro
MeMOpaHy onocpenytoT 6enku VirD2 u VirE2, B3anmopeiictByromue ¢ 1 u 4 nzopopmamu
anba-umnoptuna (Bhattacharjee et al., 2008). B aMmruHOKHCIOTHOH MOCIETOBATEIFHOCTH
OEJIKOB Takke OOHApY>KEHbI aJ[PpECHbIE CUTHAJIBI JUIsl MOCJEAYIOIEro TPaHCIOpTa UX B
sapo (Gelvin, 2012). B sape ocymecTBisieTcss (QUHAIBHBIN 3Tanm TpaHC)OpMaIny,

3akmrovaroniuiica B uaterpanuu T-J{HK B XxpoMocomsbl pactenus.

1.1.3. PacTurtenbHblie Oejiku-ydyacTHuku nepenoca T-JTHK

Hcnonp30BaHne pecypcoB  PACTUTEIBHOM KIETKM HAYMHAETCS C  MOMEHTA
nponukHoBeHus: komiuiekca T-JIHK u Vir GenkoB B muromnasmy. B mepememienun
KOMILJIEKCA BHYTPU KJIETKH 3a/J€MCTBOBAHbI OEJIKM IUTOCKENETa: MYTAHTHl IO TIe€HaM
aKTHUHAa U KUHE3MHA MPOSBISIM YCTOMYMBOCTH K arpoOakTepuaibHOM TpaHchopMmanuu
(Zhu et al, 2003a). OmuuM wu3 TIABHBIX «IPOBOJHUKOB» B SJIPO BBICTYIAET
TpaHCKpHUIIIMOHHEIA (pakTop bZIP cemeiictBa — VIP1 (VirE2-interacting protein). bBemok
VIP1 BeimonHsIeT GyHKIMIO afantepa, CBA3bIBasCh B IUTOIIasMe ¢ VirE2 u uMnoptTuHoM-
anbga, 4To CTUMYJUpyeT nepeHoc koMmiuiekca B siapo (Citovsky et al., 2004). B sanape ¢
y4acTueM YOUKBUTHH-MIPOTEACOMHOTO KOMILIEKCA MPOUCXOAUT Auccoluanus oenka VirE2
ot komIuiekca (Anand et al., 2012; Tzfira et al., 2004).

B T-ZIHK otcyTcTBYIOT COOCTBEHHBIE MHTEIrpa3bl WM PEKOMOMHA3bI, MOTOMY JIS
WHTETPAlN TaKke HE0OXOAMMO 3aeCTBOBATh (DEPMEHTATUBHBIN aImapaT pacTUTEIbHON
KJIEeTKU. Jlo cux 1op OTCYTCTBYeT eauHas KOHUEILMs, ONMCBHIBAKOIIAS MEXaHU3M
uarerpauuun T-JIHK B pacTuTenbHBI T€HOM, OTCYTCTBYIOT JKCHEPUMEHTHI, B KOTOPBIX
yaanoch Obl ocymiecTBUTH mporecc IN Vitro (Gelvin, 2017). Bo3aMoxxHbIe CIICHApHH
uarerpauun  T-/IHK B pacTuTenpHbIi T'€HOM  BKJIIOYAKOT TOMOJIOTMYHYK) U

HErOMOJIOTHYHYIO (HE3aKOHHYI0) pekoMmOuHaiuioo. B mepBom ciyuae unens T-JIHK
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BCTpauMBaeTCs B MeECTax pas3pbiBa Ojarojaps HaJIMYMIO YYAaCTKOB MHKPOTOMOJIOTHH,
KoTopble 00pasyroT YorcoH-KpukoBckue mnapsl ¢ BbicTynatronmmu konuamu JHK B
MeCTax pa3pblBOB B Xxpomocomax. Bo Bropom, BcrpamBanuto T-JIHK mnpenmectByer
nporiecc cunrtesa Bropoit nenu T-JIHK, mocie yero nymniaekc MOKeT BCTpauBaThCsl B TEHOM
C IOMOIIIBI0 MEXaHU3MAa HETOMOJIOTMYHOTO COeIMHEHUsI KOHIIOB. B HepaBHel padote Levy
obuta obnapyxena JHK-mommmepaza TEBICHI, romonor JHK-momumepassr 6,
ydacTBOBaBIIasi B KOHTposie mpoiecca uurerpauuu (Levy, 2016). fABnsisce yacTbio
CHUCTEMBI pemnapamnuu, 3ToT (epMeHT cmocobeH Kk poctpamBannio JIHK B mecrax
QIBTEPHATUBHOIO COEIMHEHMsI KOHIIOB Ha OCHOBE MuKporomosiormid Mmexnay T-IHK
arpobaktepuit u JIHK pacrenus-xozsuna. Myrtanuu B reHe, komaupyromem JIHK-
noiaumepasy 0, NpPUBOASIT K TPAKTHUUYECKA TIOJHOMY HMHTHOMPOBAHUIO CTAaOMIBHOMN
TpaHcopmanuu, He BIusAs Ha 3((HEeKTUBHOCTh BpeMEHHOM skcrpeccun (van Kregten et
al., 2016). CormacHO NpPENJOKEHHOM THUIOTE3€, ATOT (EPMEHT TaKKE BBINOJIHSAET
¢dynkuuio noctpauBanus Bropoi nenu T-JIHK B caiitax unrerpamuu (van Kregten et al.,
2016).

C wucnosib30BaHUEM JIPOXIKEBOM MOJEIU ObUIO MNPOAEMOHCTPUPOBAHO, YTO JJIs
KOKJOTO TUIA WHTErpallud XapaKTepeH CBOM Habop OenkoB: xenukaza Ku70, Oenku
penapauuu Rad50, Mrell, Xrs2, nuraza Ligd u mogudukatop xpomatuHa Sir4 sBISIFOTCS
HEOOXOJAMMBIMU JIJI1 OCYIIECTBJICHHMS] HE3aKOHHOW peKoMOWHalMH, OENKH pernapauuu
JIByIenoueyHbIX pa3peiBoB Rad51 u Rad52 onpenpenstor wuHTErpamuio 1Mo  THILY
roMoJIoTnyHOU pexomOmHanuu (van Attikum et al.,, 2001; van Attikum and Hooykaas,
2003). BeposiTHO, BRIOOpP MEXaHM3Ma MHTETPAIUH CBS3aH C JOCTYIMMHOCTBIO TE€X WM MHBIX
0enkoB. DTO MOJATBEPKIAIOT JaHHbIE, ONMUCHIBAIOLINE, YTO B oTcyTcTBUEe Ku70 BO3MOXHA
OblJJa TOJBKO TOMOJIOTHYHAs PEKOMOWHALMS, TOTJa KAaK B OTCYTCTBHE PEKOMOMHA3bI
Rad51 u Rad52 — nao6opor (Nishizawa-Yokoi et al., 2012; van Attikum et al., 2001).
MyTaiuu B 000MX reHax NpUBOAWIN K MOJTHOMY MHrHOMpoBanuto uHterpanuu T-J1HK.

CratucTuka HaKOIUIEHHBIX JAHHBIX yKas3blBaja Ha TO, 4ro uHrerpauus T-JIHK

OCYIIECTBISIETCST TpeumyiiecTBeHHO B A/T OoraTtble yd4acTKu, XapakKTepHbIC s
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npoMoTopHBbIX oOsacteit (van Attikum and Hooykaas, 2003; Schneeberger et al., 2005).
Opnako B mocieayroiieM ucciaenoBanuu Kim u coaBTopbl yCTAaHOBHIIU, YTO BCTPAWBAHUE
T-JIHK B reHom pacteHmii HocUT cirydaiiHbl xapakrep (Kim et al., 2007). Uuarerpamnus T-
JJHK mnpoucxoamna kak B peruoHax, HACBIIIEHHBIX W JIMIIEHHBIX TI'€HOB, TaK U B
reTepoxXpoMaTruHe, IeHTpoMmepax, Teiaomepax u mnostopsitomeiics JHK. OtcyrcTBue
IPEINOYTECHHUMI MEXTY TPaHCKPHUIITHOHHO aKTUBHBIM XPOMaTHHOM u
reTepoOXpOXPOMATUHOBBIMU  OOJIACTSIMU  YKa3bIBaJO Ha TO, YTO MOTEHIMATbHBIMU
MumeHsmMu  npu  uHTerpaumu  T-JIHK  sgBusrorcs  rucrtoHbl.  MHOro4wnciieHHbIE
UCCIIEJOBaHMS TOATBEPHK/IAIOT Yy4YacTHE THUCTOHOBBIX O€JIKOB M JPYTHX XPOMaTHH-
Moauduupyomux Gaxktopos B mporecce Tpanchopmaruu (Mysore et al., 2000; Yi et al.,
2002; Zhu et al., 2003a; Anand et al., 2007; Crane and Gelvin, 2007; Tenea et al., 2009).
MyTanuu  reHoB, KOAMPYIOIMIMX  ClEeUU(UYECKUE TUCTOHBI, JealeTWia3bl |
aneTumiTpancdepasbl THCTOHOB, a Takke manepona SGA1 rucrtona H3 cHmxaiio ypoBeHb
unrerpanuu T-JIHK B renom (Mysore et al., 2000; Kalogeraki et al., 1998; Kim et al.,
2007). HampoTuB, cBepXdKCHpEcCHs HEKOTOPBIX THCTOHOB TPHUBOJMIA K YBEIHMYCHUIO
yyBcTBUTENBHOCTH pactenuit (Y1 et al. 2002; Iwakawa et al., 2017; Tenea et al., 2009).
W3BecTHO, YTO B PACTUTENBHBIX M JPOXIKEBBIX KieTkax VirD2 B3ammonencTByer ¢
ructonamu (Wolterink-van Loo et al., 2015), dpepmentamu metunupoBanusa JHK, MYST-
noAo0OHOM TucToH-cnenupuueckoit anermirpancdepasont 2 (Lee et al., 2012). Emé ogaum
napTHepoMm VirD2 siBnsieTcs kuHa3a NUKIHH-3aBUcUMOi kuHa3bl CAK2M. @ochopunupys
oonpuryto cyorenununy PHK-nmonumepassr 1, koTtopas, B CBOIO oyepenb, pEKPYTHUPYET
Oenky 0a3a’ibHOIO TPAHCKPUIIIIMOHHOTO KOMILIEKCA, 3Ta KMHA3a y4acTBYeT B MHHUIMALUU
tpanckpuniuu (Bako et al.,, 2003). B mpucyrctBun VirE2 VIP1 mor cBsi3biBaThCs ¢
OYMILEHHBIMU MOHOHYyKJIeocomamu in Vitro (Lacroix et al., 2008). YcraHoBiieHO
B3aumozeiicteue VIP1 ¢ kxopoBeimu rmcroHamu H2A, H2B, H3 u H4 in vitro, a ¢
ructonom H2A — in planta (Loyter et al., 2005). Ha s¢ddexkruBHOCTE TpaHCchoOpMarmu
TaK)K€ OKa3blBaIM BIIMAHHME MyTaluu B reHax peuentopHod kuHasel EFR (Zipfel et al.,

2006), MAP3 xunaszwl, mumieHsto kotopou sBiusercs VIP1 (Djamei et al., 2007),
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TpaHckpunimonHoro ¢akropa MTF1 MYB cemeiictBa (Djamei et al., 2007), uMIopTUHOB
(Bhattacharjee et al., 2008; Zhu et al., 2003b), docaras cemeiictea PP2C (Tao et al.,
2004) n muxnodumuaoB (Deng et al., 1998). Boxibiroe koiuvecTBO OEIKOB-YYaCTHHKOB
CBUJICTEILCTBYET O CIOXHBIX PETYJSITOPHBIX MEXaHHW3MaX, aKTUBHPYEMBIX B TIpOIECcCe
unrerpanuu T-JIHK.

Pasmep m cocraB T-JIHK y pasmuusbIX npeacraButeneid poxa Rhizobium crmeno
pasnMyYalTCsI, OHU MOTYT MPUOOpEeTaTh MO3aWMYHYIO CTPYKTYypy B pe3ysbrare oOMeHa

otnenbHbIX yaactkoB JIHK mexy mrammamu (Pucynok 2) (Otten, 2018).
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Pucynok 2 — Crpykrypnas opranuzauus oomactu T-JIHK Ti (Ha npumepe mramma
R. radiobacter C58) u Ri (Ha mpumepe mramma R.rhizogenes 1724) miasmua. ['eHbl
cemeticTBa plast ormeuens! yepabiME cTpeiakamu (Otten, 2018).

MOXHO BBIACTUTh HECKOJbKO (yHKIMOHAIbHBIX Trpymm reHoB T-/IHK (Chen and
Otten, 2016). IlepBas rpynma reHoB KOJUPYET CUHTE3 ONWHOB, Hampumep, T'eH NOS
HOMAJIMHCUHTA3bl. BTOpas rpynna koaupyeT ¢pepMeHThl OMOCMHTE3a (PUTOrOPMOHOB. ITO
reusl iaaM TpunropaHMOHOOKCHIeHa3sl M 1aaH WHAOMaEeTaMHUATHIPOIa3hl, KOTOPHIC
OOBIYHO BCTPEYAIOTCS BMECTE M KOJUPYIOT CHHTE3 MHIOIYKCYCHOH KHUCIIOTHI, U TeH Ipt
U30NEHTeHUNTpaHchepaspl Al CUHTE3a IIUTOKUHUHOB. TpPEThs Tpylia — 3TO CEMENUCTBO
reaoB plast (rolB, rolC u 6b). K derBeproit rpymme «CHPOTCKHX» TI'E€HOB OTHOCST
octaibHbie Majousydenble reHbl T-JIHK (takux kak orfl3a, orf511 wm rolA)

(Otten, 2018).
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1.2. IlpeacraBuresiu ceMeiicTBa plast onkorenon

Yacte omyxoseoOpasyromux reHoB B coctaBe T-JIHK mnpunammexur k plast
CEMENCTBY, CPOPMHUPOBAHHOMY Ha OCHOBE TOMOJIOTHH OEJTKOBBIX, HO HE HYKJICOTHIHBIX
nocnenoBareiabHocTeil (Levesque et al., 1988; Mohajjel-Shoja et al., 2011). B na3sanuu
CEMEHNCTBA 3aJI0’KEHO 00111ee CBOMCTBO (DEHOTHUIMHUIECKOW TIACTHYHOCTH, 00YCIOBICHHOE
aAKTUBHOCTHIO TCHOB.

[TepBoie cBenenus o Plast Genkax momydensl 1 mrammoB A4 R. rhizogenes (RolB,
RolC, Orf13 u Orfl4, N-repmunansHas gacts Orf8) u 15955 R. radiobacter (p3’, p3, p7,
6a, 6b u N-tepmunanbHas vacth [aaM) (Levesque et al., 1988). B 3aBucumoctu ot
3HAUCHUNW  HWBO0PJICKTPUYECKOM  TOYKM,  TOJYYEHHBIX  JUII  aMHHOKHCIIOTHBIX
MOCJICIOBATEILHOCTEH, aBTOPHI pa3feiiid OCKH Ha JBE TMOATPYIIIEI: B TPYIITY KHUCIBIX
6enkoB Bouwtu RolC, Orfl3, Orfl4, 6a u 6b, octanbHbie — B TPYNITy OCHOBHBIX. ABTOPBI
Clielalii BaKHOE HAOIIOZCHUE, YTO (DUIIOTCHETUYECKH OJIM3KOpPOJCTBeHHBIC TeHbl plast
MOTYT UMETh CXOoxue ¢GyHKkuuu. Kpome TOro, OHM 9acTO acCCONMHPOBAHBI C JIPYTHMHU
renamu T-/IHK (rolB, rolC u rolA; rolC u orfl3; orfl3 u orfl4; 6b u 6a wmm 3°), uro
TaK)ke KOCBEHHO MOXET YKa3bIBaTh HA UX (DYHKITMOHAIBHYIO B3aUMOCBSI3b.

K nacrosimemy BpemeHH, B cemeiicTBo plast onkorenoB Bxoaut 17 MOACEMEHCTB,
BKJTFOUCHBI T€HBI, 3HAUUTEIHLHO JUBEPTUPOBABIIKE IPYT OT JPyra B MPOIECCE DBOJIOINH,
YTO 3aTPYAHACT ONPEACICHHE TOYHBIX TPaHUI] Tpynmbl. JIo CUX MOp HE CTaHIapTHU30BaHA
kinaccudukanus reroB plast, Taxxke, kak 1 ux HoMmeHkiaarypa (Otten, 2018). Ha nanHbIi
MOMEHT, u3BecTHO Oosiee 60 mpencraButenedl plast reHOB W3 pa3IUYHBIX OPraHU3MOB
(Otten, 2018). B mx uymcimo BxomsaT mmramMMbl R. rhizogenes, R.radiobacter, R. vitis,
HECKOJIBKO MpejicTaBuTeNeit Oakrepuii He u3 poaa Rhizobium, a takxke pacTeHHs, KOTOPbIC
OTHOCAT K NpUpOJHBIM TpaHchopmanTam (Matveeva and Otten, 2019). B nanHo# riiaBe
OyayT paccMOTpeHBI MpeacTaBuTenu cemeiictBa plast renor, oOsamarorme Haunbosee
BBIPQKCHHBIMU OIYX0JIC00pa3yIoNIMMU CBOMCTBaMH, BKiIrouas redsl roIB, rolC, orfl3 u

orfl4 R. rhizogenes, a Taxxe 6a u 6b R. radiobacter.
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B nwmonepusix wuccnemoBanusx T-JJHK R.radiobacter ¢ mnomompo cait-
HaIpaBICHHOr0 MyTareHe3a ObuT BoIsgBiIeH Jokyc tml (tumor morphology large), koTopsiit
oTBeuan 3a oOpazoBanue oOmwupHbIX omyxoneil (Garfinkel et al., 1981). B moxyce
comepkarcsi aBa plast rena — 6a m 6b. I'em 6a, Takke H3BeCTHBIH Kak ONS
(octopine/nopaline secretion), W3ydYeH ILIOXO, HEIOCTATOYHO JAHHBIX O (EHOTHUIIAX
TpaHC(OPMHUPOBAHHBIX PACTEHUN, OTCYTCTBYIOT CBEIEHHUS O €ro TKaHeCHEeIU(PUIHON
skcnpeccuu (Otten, 2018). OgHako 6a npuMeyaTeneH TeM, YTO MyTaHTHBIN 110 TOMY T'€HY
IITAMM HE CEKpEeTUPyeT HHU OKTONWH, HU HomanuH (Salomon et al, 1984). Oto
00CTOSITEILCTBO MOKET YKa3bIBaTh Ha BJIMAHHE 63 Ha MPOAYKIIMIO OMUHOB MOCPEICTBOM
okronuHcuHTa3el (Otten, 2018). I'en 6b, HampoTHB, OAMH W3 HauOoJee H3yUYCHHBIX
npencraButenieid  plast  cemeiictBa,  sABiSEeTCS ~ KOHCEPBATUBHBIM W AKTUBHO
tpanckpubupyembiMm B T-JIHK Bcex mrammoB R. radiobacter (Willmitzer et al., 1983;
Otten and De Ruffray, 1994). M3BecTHO 6 aneneit reHa 6b, MpoayKThl KOTOPBIX 00JIAAAr0T
paznuuaronumucs ouosorndeckumu aktuBHOCTAMHM (Tinland et al.,, 1989). Emé tpu
BapHaHTa reHa 6b oOHapykeHbl y mpupoansix TpanchopmantoB (Chen et al., 2018). B
CBSA3M C (DEHOTUIIMYECKHUMH OCOOEHHOCTSIMU TPAHC(POPMUPOBAHHBIX PACTEHUH €My
npunuceiBanu aykcun- (Leemans et al., 1982; Spanier et al., 1989; Bonnard et al., 1989) u
LIUTOKUHUH-TT0A00H0e nerictBre (Bonnard et al., 1989; Wabiko and Minemura, 1996). Tem
HE MEHee, OJIHO3HauHasi pojib 6D B Merabonm3me (UTOTOPMOHOB HE OIpE/eIicHa,
HAKOIJICHHBIE JKCIIEPUMEHTANIbHBIE JIaHHBIE SIBISIOTCA TpoTuBOopeunBhiME (Takahashi et
al., 2013; Otten, 2018). AKTHBHOCTh POMOTOPOB 6D yBenmuuMBanIachk Kak B MPUCYTCTBHE
aykcuHoB (Bagyan et al., 1995), tak u nutokununoB (Galis et al., 1999; Galis et al., 2002),
a MHOTJIA TIOJIOKUTENbHBIN d(DPEeKT pa3HOU cTeneHu BoI3biBasiK 00a ropmona (Reddy et al.,
2003). Tpauchopmanus kamanxod Kalanchoe tubiflora remom 6b BeI3bIBaza mosiBIeHHE
OIyXOJIM, B OTJIMYHE OT T€HOB iaa W Ipt, YTO yKa3bpIBaJO HAa HETUIIUYHBIC I TCHOB
TOPMOHAJIBHOW PETYJIALMA MEXaHU3Mbl MHHAYKIMK omyxosieoOpa3oBanusi (Hooykaas et al.,
1988). Caepxakcmpeccus 60 Takke BbIsIBUIA MHOXKECTBEHHBIC MOP(OJOTHYCCKUE

OTKJIOHEHHUS, HE€ XapaKTepHbIE HJsi «TOPMOHAJIBHBIX» (PEHOTHIOB: OOpa3oBaHUE
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TPyOYaThIX M JBOWHBIX JIUCTHEB, IBOMHBIX IIBETKOB, BHEMATOYHBIX COCYJIUCTHIX MyYKOB U
JMICTOBBIX 3a4aTKOB OT OCHOBaHMs KPYIHBIX *kene3uctbix Tpuxom (Helfer et al., 2003;
Chen and Otten, 2016). K Hacrosiimemy BpeMeHu onrcano 6onee 70 MOp(hOIOTHIECKUX U
AHATOMHMYECKUX HM3MCHEHUH, XapaKTepHbIX s 6b-TpaHchopmMaHTOB, HO TJIaBHBIMH
OCTalOTCA XJIOPO3 JIHCTHhEB, YBEIMUEHUE pa3Mepa KIETOK, HKTOMHYECKHE MOOerH Hu
cocyaucteie myukn (Chen and Otten, 2015; Chen et al.,, 2016; Chen et al., 2018).
PazHooOpa3ue aHHOTHPOBAHHBIX (DEHOTHIIOB JCMOHCTPHPYET IIeHoTpomnHblid dddexT 6b:
TeH 3aTparuBacT BCE OCHOBHBIE CHUCTEMbI >KM3HEOOECIHEUEHHUs! KIETKU, PETyIUpPYIOLINe
nepBuunblii (Clément et al., 2006; Clément et al., 2007; Jin et al., 2017) u BTOpHUYHBII
(Galis et al., 2002; Galis et al., 2004) merabonu3M, ropmoHaNIbHBIN OanaHc (Galis et al.,
2002; Kakiuchi et al., 2006; Takahashi et al., 2013), anmapar tpanckpunuuu (Kitakura et
al., 2008) u PHK-untepdepeniuu (Wang et al., 2011; Chen et al., 2018).

I'en orfl3 seimenen wu3 T-JHK R.rhizogenes, u, coBmectHo ¢ reHamu rol,
CTUMYJIUpYeT 00pa3oBaHUE «BOJIOCATHIX» KOpHeH. Okcmpeccus Orfl3 mpuBomur K
3HAUUTEIHHBIM U3MEHEHUSIM B (DEHOTHUIIC TPAaHC(HOPMHUPOBAHHBIX PACTEHUM, U3MEHSIOTCA
dbopma u uBet auctoBoit mactunbl (Hansen et al., 1993; Satuti et al., 2007), npoucxoaut
CTUMYJIALMS JIETICHUSI KJIETOK W POCT aNmUKaIbHOW MEPHUCTEMbI, TIPU STOM OTMEUYAETCS
YMEHBLIEHUE pa3Mepa pacTeHU BIUIOTH 10 KapiukoBocTH (Stieger et al., 2004; Kodahl et
al., 2016). [nsa Orfl3 o0HapyXeHO HaaM4Me JOMEHA CBS3BIBAHUS C OEJIKOM
petuHoOnacTomMbl pactenuit (Stieger et al.,, 2004), moka3aHo B3aUMOJEUCTBHE C
TpaHCKpUNUMOHHBIMU (hakTopamu cemeiictBa KNOX, Toraa kak HM ypOBEHb TOPMOHOB,
HU YYBCTBUTEJIBHOCTh K HUM B TpaHC(OpMaHTaX HE OTIMYAIUCH OT KOHTpous (Stieger et
al., 2004). Breickazano mnpemanonoxenue, uro Orfl3 omocpemyer QeHOTHITUYCCKHEC
3¢ (GeKThI MOCPEICTBOM TpaHCKpunuoHHou perysmuu (Otten, 2018).

Emé omuu mnpencraButens reHoB plast — orfl4 — GmmskopoacTBenHbiid 0rfl3, B
OTJIMYME OT OCTAIBHBIX, HE BBI3BIBACT TIOSBJIICHUS XapaKTePHBIX (DEHOTUITHUYCCKUX
0COOEHHOCTEH, KOTOphIe MOTJIM ObI yKa3biBaTh Ha ero Gynkiun (Lemcke and Schmiilling,

1998a; Aoki, 2004). IToatomy ero, a takke 0rfl3, nHOTIa OTHOCAT K BCIIOMOTATEIIBHBIM
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reHam, HEOoOXOJUMBIM JUJISi YCUJIEHHUS] aKTMBHOCTH JAPYTUX OIMYXO0JIEOOPa3yHOUIMX T'€HOB.
Tak, ¥X IPUCYTCTBHE yCHIIMBaeT KOpHeoOpa3oBaHHue, BbizBaHHOe renamu ol (Aoki and
Syono, 1999; Mohajjel-Shoja et al., 2011).

PaccmoTpennble  mpencraBuTenu  cemeiictBa  plast He  wmcyepnbiBaloT  ero
pa3HOOOpasmsi, KOTOpOE TakXke OOeCIeunBaeTCss MHOTOYHUCICHHBIM KOJHMYECTBOM
IITAMMOB arpoOaKkTepuii ¢ HEW3YYCHHBIMH BapHaHTaAMU TEHOB. XOTS HCCICIOBAHUS C
UCIIOJI30BAHUEM HHIMBHIYaIbHBIX TeHOB plast OyayT BakHbI Ui TOHUMaHHS HX
COOCTBEHHOW aKTHMBHOCTH, HEOOXOIUMO MOMHHUTH, YTO ATH TE€HBI HBOJIOIMOHHPOBATIN B
couetanuu ¢ Apyrumu renamu T-JIHK (Otten, 2018).

MuoxecTBeHHbIC (eHoTHIHYeCKHE 3((HEKThI, BhI3BaHHBIC dKcIpeccueit plast reHos,
3aTPYJHSAIOT OmpenesieHre OMoJoTuuecKux (YHKIIMH COOTBETCTBYIOIIMX OenkoB. Kpome
TOTO, (peHOTUIl TpaHCHOPMUPOBAHHBIX PACTEHUU 3aBHCUT OT MECTa BCTAaBKHM B T'€HOME
(OpdexT mnonoxKeHUs) U YPOBHS JKCOpEecCHUU TpaHcreHa. OTIENbHOr0 YIOMHUHAHUS
3aCJIy’KMBAET HAJIMYUE Y T'€HOB «IEPBUYHBIX» U «BTOPUUHBIX» ID(PEKTOB, CBA3AHHBIX CO
3HAUUTEIBHBIMHU TepTypOanusmMu B metabonusme pactenus (Otten, 2018). Kpome Toro,
reHbl 00JIaJJal0T COOCTBEHHBIMU PETYJISTOPHBIMA MEXaHU3MaMH, 00€CIICUYMBAIOIIUMU HUX
KOPPEKTHYIO pabOTy KaK Ha CTaJUH MHAYKIIMH OIyXOJIH, TaK U B TIPOLIECCE MOCIIEIYIOIEro
cunte3a onuHOB (Otten, 2018). Pe3ynbrarbl MHOTOYMCIEHHBIX MCCIEIOBAaHUNA (PYHKIUN
nHauBUAyalbHBIX TeHoB T-/[HK mo cux mop ocraroTrcsi BO MHOTOM NPOTHUBOPEUYMBBIMU.
O4eBUHO, YTO MOJZIETb, NPEACTABISIONIAS HauOoJiee TMPOCThie U YyOeAUTEIbHbIE
o0BbsICHEHUs crioco0a JEUCTBUSL pacCcMaTpUBAEMbIX T€HOB, 10 CUX TMOp HE HalijieHa. TeM He
MEHee, MHTepec K arpoOakrepuayiibHbiM reHam T-JIHK He ocmabeBaer yke HECKOJIBKO
necsaTkoB JieT. OTAeIbHOTO BHUMAHHUSI 3aCITy)KMBAIOT T€HBI I0l, KOTOpbIE OTHOCST K YHCITY
HauOoJiee CHJIBHBIX B OTHOIICHUU BBI3BIBAEMBIX 3(P(HEKTOB M YACTO HCIOJIb3YEMbIX

arpoOaKTepHAIbHBIX TEHOB B OMOTEXHOJIOTHH PACTEHUH.
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1.3. I'ensi rol

1.3.1. O6mas XxapaKTepuCTHKA IreHoB 10l

B cocrae T-JIHK R.rhizogenes Obumi oOHapykeHbl 18 OTKPBITBIX pamMoK
CUMTHIBAHUS, KOTOPBIE OMNpEIeNsUId BO3HHUKHOBEHHE CHHAPOMA «BOJOCATOTO» KOPHSA
(White et al., 1985; Tepfer, 1984; Durand-Tardif et al., 1985). Bo3rnaBisioT rpymnmny reHsl
rolA, B, C u D (ot anru. root locus), cooTBEeTCTBYIOIIHE OTKPBITHIM PaMKaM CUHTBHIBAHUS
Orf10, 11, 12 u 15, coorBercrBerno (Slightom et al., 1986; Costantino et al., 1994).
CoBmecTHast dKcmpeccust TeHOB FOl mpuBomuT K (HOpMUpOBaHHIO Pa3HOOOPA3HBIX
(EeHOTHUIIOB, Cpeau KOTOPBIX HauboJee YacTO BCTPEYAIOTCS HU3ZKOPOCIHBIE PACTEHHUS CO
CMOPIIEHHBIMH M MEJIKUMH JIUCThSIMH, YKOPOUEHHBIMH MEXIOY3IUAMUA W MOIIHON
KOpHEBO#l cucteMoil (Spena et al., 1987). IloTeps anukaabHOrO JOMUHUPOBAHUS U
(depTUIIbHOCTH, HapylIeHHE MBETEHUS U MOPQOJOTHH IBETKOB, BETBUCTOCTh — TaKOB
HETOJHBIN criucok Mopdonoruueckux orinuuid TpancpopmantoB (Casanova et al., 2005)
(Pucynox  3). CrouT OTMETHTH, 4YTO Ojaromaps CTOJIb  Pa3HOOOpa3HBIM
MopdoreHeTndeckuM 3PQeKTaM, TeHbl F0l 9acTo HCHONB3YIOT B IBETOBOJCTBE JUIS

CO3JIaHHsI HOBBIX COPTOB JAEKOPATUBHBIX PACTEHUHU.
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Kourpons  rolA rolB rolC

rolB KouTtposb

Pucynok 3 — deHoTMUNIMYECKHE OCOOCHHOCTH TPAHCTEHHBIX  PACTCHHIA,
OKCIIPECCUPYIOINUX  OTHCNbHBIE  arpoOakTepuaNbHble TEeHBl. A  —  pacTeHus
Kalanchoé blossfeldiana, tpanchopmuposannsie renamu rolB, rolC, ORF13 u ORF14
(Favero et al., 2021); b — pacrenus Arabidopsis thaliana, TpanchopMupoBaHHbie reHaMU
rolB u ORF13 (Kodahl et al., 2016); B - pacrenus Solanum lycopersicum,
tpancopmupoBannsie reHom rolB (Arshad et al., 2014); I' — pacrenus A. thaliana,
tpancopmupoBanusie renom rolC (Mohajjel-Shoja et al.,, 2011); I — pacrenus
Glycine max, tpancdopmuposanusie renamu FolA, rolB u rolC (Zia et al., 2010).
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Okcnpeccun komOuHanuu reHoB FOIABC gocrarouno mis MHAYKOUKA (DEHOTHIIA
«Bosiocaroro» kopus (Schmiilling et al., 1988). UnauBuayanpHas skcrpeccus: TeHoB FOlA-
C, "o He rolD, npuBoaut k cxoxuM 3¢ dexTam, 4To U TpaHCPOPMAIIUS TUTA3MUION JUKOTO
tumna (Spano et al., 1988; Mauro et al., 1996). [IpumeuarenbHo, 4TO OENKHU, KOAUPYEMBIE
rol-rekammu, He 007aal0T BBIPAKCHHOH TOMOJIOTHEH C W3BECTHBIMH OCIIKAMH,
JETIOHNPOBaHHBIMU B 0asbl gaHHBIX (Vilaine et al., 1998; Ridgen and Carneiro, 1999;
Filippini et al., 1995). Pacrenus, tpanchopmupoBannsie renamu rolA, rolB u rolC,
XapaKTEePU3yIOTCSI HW3MEHEHHBIM TOMEOCTa3oM (UTOTOPMOHOB, TJIABHBIM 00pa3oM,

FI/I66CpCHHHHOB, AYKCHHOB M HUTOKHMHHUHOB.

1.3.2. T'en rolA

MopdgoreneTuueckne 3¢ dextni rolA. s pacteruii, TpaHCPOPMHPOBAHHBIX TEHOM
rolA, xapakTepHbIMH TIPU3HAKAMHU SIBJISIOTCS CMOPIICHHBIC JIMCThs, YKOPOUCHHBIC
MEXKJIOY3JIHs, 3a/iep)kKKa B IIBETCHUU W HEIOJHOIICHHAss KopHeBas cuctema (Carneiro and
Vilaine, 1993; Schmiilling et al., 1988; Sinkar et al., 1988). KonctutyTuBHas skcripeccus
resa rolA npuBoaUT K 0Opa30BaHHMIO KAPJIMKOBBIX PACTCHHH C MEJIKHMH JIMCTBAMHU H
KOMIIAaKTHBIMH coIBeTHsIMH y Tabaka Nicotiana tabacum, tomara Solanum lycopersicum
L. (Dehio et al., 1993; Bettini et al., 2016a). Pacnpenenenue TpanckpuntoB rolA B
pacTeHWH YMEHBIIAIOCh B psay: cTedenb, THCcThsi U KopeHb (Carneiro and Vilaine, 1993).
Taxke aBTOPHI OTMEYAIOT CHIDKEHHUE COJEpKaHWs (DUTOTOPMOHOB ITUTOKWUHHUHOB,
ru0o0epeIIMHOB, dTHIICHA U abciu3oBoi kucioThl (Maurel et al., 1991; Dehio et al., 1993;
Moritz and Schmiilling, 1998; Bettini et al., 2016a). B rolA-tpancdopmupoBaHHBIX
pacTeHUSIX TOMaTa C TpeMsl KOMUSIMH TPAHCT€HA YPOBEHb WHIOJUIYKCYCHOW KHUCIOTHI U
abcm30Boil kucinoTel ObuT HAa 30-35% HUKE, YeM B KOHTpPOJIE, TOT/a KaK MPUCYTCTBUE
OJIHOM KONWU TPUBOAWIO K emé Oojiee 3HAYUTEIHLHOMY ITOHWKCHHUIO WX COJCpKAHHUS
(Bettini et al., 2016a).

YcTaHOBICHO HAIMYWE, 10 KpaitHeH Mepe, TpeX JOMEHOB B COCTaBE IIPOMOTOpA TeHA

rolA: A, B u C, koTopsie OnpeiessstoT HAKOIJICHUE TPAHCKPHUITOB FOlA B pa3HbIX opraHax
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(Carneiro and Vilaine, 1993). buouHopManMOHHBIA aHAW3 BBIABUJI, YTO JOMEH A
CoACpXKHUT ydacTok, romojioruunbiii JIHK-cBs3piBaromemy motuBy GT-2 rena phyA
dutoxpoma A puca (Dehesh et al., 1996). Taxxke B ero cocrtase BbisiBieHbI DUE/NDE
AJIIEMEHTBI, TOMOJIOTHYHbBIE TAKOBBIM Yy ayKCUH-peryiupyembix reHoB cou (McClure et al.,
1989; Korber et al., 1991). Homenst B m C comepxaT mOCIEeI0BATEIHHOCTH,
romoniornunbie suxancepy OCS (OCTOPINE SYNTHASE) u caiiTy cBsi3piBaHusI (pakTopa
ASF-1 (ACTIVATING SEQUENCE FACTOR 1) u npomotopa Bupyca 35S TabauyHoii
MO3auKH, COOTBETCTBEHHO. YBEJIMUYCHHE pa3Mmepa Jeleluid MpPOMOTOPHOM o01acTu
COIIPOBOXKIAIOCh M3MEHEHHeM pacnpeaeicHus TpanckpuntoB MPHK rolA B pasnbix
YacTsX PACTEHUs, U MCUYE3HOBEHHEM COOTBETCTBYIOMIMX (DEHOTUIIMYECKUX MPOSBICHUN
(Carneiro and Vilaine, 1993; Guivarch et al., 1996). B orauumne oT ocTaabHbIX reHOB T-
JTHK, rolA skcnpeccupyercss B KJIeTKaX arpoOakTepuid, 4TO 00YCIOBICHO MPUCYTCTBHEM
OakTepuarbHOrO IpoMoTopa B 0JHOM U3 MHTpoHOB (Pandolfini et al., 2000). MuTepecHo
OTMETHTh OMOTHYECKYIO YCTOWYHMBOCTH, KOTOPYIO FOlA-TpanchopMupoBaHHBIE pacTCHUS
TOMara MPOJEMOHCTPHPOBAIM B OTHOImeHHH Fusarium oxysporum f. sp. Lycopersici
(Bettini et al., 2016a). ABTOpBI CBS3BIBAIOT ATOT 3PPEKT C TOHWKCHUEM YPOBHS
aOCIIM30BOI KHUCJIOTHI, KOTOpAasl SBISICTCSI HETATUBHBIM PETYJIATOPOM YCTOMYHMBOCTH K
oonesnsm (Bettini et al., 2016a).

buoxumnueckue pynkuum 6esxa RolA. Pazmep RolA cocrasnsier okoso 11.4 x/la
U XapaKTepu3yeTcss  BBICOKMM  3HAaY€HUWEM  H303JeKTpuyeckod  Touku  (pl),
cootBercTByromei 11,2 xJla, B CBs3u ¢ yeM ObUIa BBIABUHYTa THUIIOTE3a O €rO
CIIOCOOHOCTH CBSI3BIBATHCS C HYyKJIeMHOBBIMH Kucimotamu (Vilaine et al., 1998; Levesque et
al., 1988). ApryMeHTOM B TI0JIb3y ATOTO MPEIOJIOKEHHUS CTa 0OHAPYKCHHBI B COCTaBE
RolA SPXX MotuB, kotopsiii Takxke xapakrepeH s JHK-cBsaspiBaromux Oenkos,
PETYyIUPYIOMUX aKTUBHOCTH TeHOB (Suzuki, 1989). [Ipeanonararot, 4To cuia CBSI3bIBAaHUS
perynupyercs nocpeactBsoM (ochopriiupoBaHus aMUHOKHUCIOTHOTO OCTaTKa CEpUHa.
Onnako Vilaine u coaBtopsl (1998) ompoBepriin 3TO NPEANONIOKEHHUE, MMOKa3aB, YTO

Oospiias yacth Oenka RolA accomuupoBaHa ¢ Iia3ManieMMOM, W siIepHAs JIOKAIH3aIus
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17151 Hero He XapakTepHa (Vilaine et al., 1998). BBuay oTCcyTCTBUSI BBIpaKEHHOTO YYacTKa,
KOTOPBIA MOT ObI OPMUPOBATH TPAHCMEMOPAHHBIN IOMEH, aBTOPHI 3aKJIIOUMIIH, 4TO ROIA
ABIIsIeTCS MeMOpaH-accoruupoBanHbiM OenkoM. [lozmaee Ridgen m Carneiro (1999) c
TIOMOIIIBIO CPaBHHUTEIIHLHOTO MO/ICITUPOBAHHSI 0enmkoB OOHaApPYKHIH, 9TO
nocneaoBaTeabHOCTh Oenka RolA mpunumaer Ty ke yknaaky, uro u JJHK-cBs3siBaromuit
noMeH E2 Oprubero manmuioMaBupyca-1, U B IPEIBAPUTEIBHBIX KCIIEPUMEHTaX N Vitro
IPOJIEMOHCTPUPOBAIM CBsi3biBaHMe cimtoro Oeinka RolA-GST ¢ JIHK (Ridgen and
Carneiro, 1999).

Biusinne Ha BTOPUYHBIA MeTadoau3m. [lo cpaBHeHUWIO ¢ ApyruMu reHamu rol,
BimsiHUE FOlA Ha BTOPUYHBIA METa0OIM3M, KaK MIPABUIIO, MEHEE BBIPAKECHO, YTO KOCBEHHO
MOJITBEPXKIAETCSI OYECHb OTPAHMYEHHBIM YHCIOM MPUMEPOB €ro HCIOIb30BAHUS IS
CTUMYJISIIUM OMOCHHTE3a BTOPUYHBIX MeTa0oauTOB. [loKa3aHo, 4TO B KyJnbTypax KOpHEU
tabaka skcrpeccus rolA ctumynupyet HakoruieHne HukotuHa (Palazon et al., 1997), toraa
Kak B KyJbTypaxX KOpHEH JKeHbIIeHs Panax ginseng oH He okas3biBan 3ddekra Ha

HakoruieHue TuH3eHo3uA0B (Bulgakov et al., 1998).

1.3.3.T'en rolB

Mopdoreneruueckne 3¢dexktnr rolB. K Hactosmiemy wmomeHnty red rolB
oOHapykeH Bo Bcex Ri-rurasmmmax (Matveeva et al., 2015). [Ipunsto cuurarte, uro rolB
SBJISIETCS TJIABHBIM OIyX0J€00pa3yromuM (akTOpoOM: €ro WHIWBHUAyaJbHAsl SKCIPECCHUs
BBI3BIBACT WHIYKIIMIO CHHJPOMA «BOJOCATOTO» KOPHS € 3(()EKTUBHOCTHIO, ONM3KON K
TakoBO# y aukoro mramma (Cardarelli et al., 1987; Binns and Costantino, 1998), Torma
KaK WHAKTUBaIMs TpuBOAUT K aBupyieHtHoctu (White et al., 1985). B T-/IHK
COJCPIKUTCS ABE KOMHUH TeHa rolB, ogna u3 kotopsix — rolBrr — nmokanusosana Ha Tr-JITHK
B 3’-o0nactu auxl rena (Bouchez and Camilleri, 1990). Tem He MeHee, MPOIAYKT T'€HA HE
aBiseTcsi (pyHKIMOHaIbHBIM TomojioroM RolB — B Hem otcyrctByer motuB CXG:R,
XapaKTEepHBIN JJIs1 CynepceMencTBa TUPO3UHOBBIX (pocdaTas, U OH He CTOCOOEH MPOSBIISIThH

MopdoreHerndeckyto aktuBHOCTh (Lemcke and Schmulling, 1998). IlpumeuaTensHo, 4TO
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3TOT MOTHB OOHApyeH TOJIbKO Yy ImTamMMa pRiA4, u orcyrctByer y apyrux (Lemcke and
Schmulling, 1998).

OmHUMH W3 TEpPBHIX OTIMYUTEIHHBIX MOP(OTCHETHYECKUX MPU3HAKOB I0IB-
TpaHC(HOPMHUPOBAHHBIX PACTEHHUM OBLIU OMUCAHBI TE€TEPOCTHIIMS LIBETKOB U 0Opa3oBaHUE
npuaatodHeix KopHen (Cardarelli et al., 1987; Walden et al., 1993). Jlna xopHe#t Obumn
XapaKTepHbl aKTUBHBIA POCT, BETBUCTOCTh M BBIPAKCHHBIHN IIATMOTPONN3M — MPU3HAKH,
BO3HMKAIOIIME TP  «TUIEPAyKCMHOBOM» COCTOSIHUU. Pe3yibTaThl  HE3aBUCUMBIX
HKCIIEPUMEHTOB YKa3bIBAJIM Ha BIMSHUE OHKOTEHA HA YPOBEHBb COJCP)KAaHUSI ayKCHHA WJIH
W3MEHEHHE YYyBCTBUTEIBHOCTH PACTUTENBHBIX KiIeTok Kk Hemy (Capone et al., 1989;
Bellincampi et al., 1996). Kopuu Ha TpaHchopMUpPOBAaHHBIX JUCKAaX Tabaka
o0Opa3oBbIBaIUCh 0€3 J00aBICHUS ayKCHHA, C UHTEHCUBHBIM (DOPMUPOBAHUEM KOPHEBOM
MEpUCTEMBbl B Kajllycax. B psjae He3aBUCHMBIX pPadOT y TpaHCPOPMAHTOB ObLIM
YCTaHOBJICHBI MTOBBIIICHHAS] YyBCTBUTEIBHOCTD K aykcuHy (Maurel et al., 1991; Filippini et
al., 1994), kotopas nonasisnack J0OABIEHUEM aHTUTEN K ayKCHUH-CBS3BIBAIOIIEMY OEJIKY
(Venis et al., 1992). Kpome Toro, skcmpeccusi rolB B tabake cTuMynupoBajga HEKPO3
(Mohajjel-Shoja, 2011; Schmiilling et al., 1988).

ITpomortop rolB aktuBupoBasics aykcuHoMm (Maurel et al., 1990), torma kak
OJIUTOTANIAKTYPOHHUABI,  (YHKIMOHAJIbHBIE  AHTAarOHUCTBHI ~ AyYKCHMHOB,  OKa3bIBAJIH
uHruoupyromui 3¢pdext Ha skcnpeccuto rena (Bellincampi et al., 1996). Tlo3anee ObL10
OTMEUCHO, YTO TOPMOH-3aBHCHMMas akTuBaims rOIB mpucyma TOIbKO MEpPHCTEMHBIM
KJIETKaM, B OCTAJbHBIX CIydyasX OHA MPOTEKAeT MO ayKCHH-HE3aBHUCHMOMY MEXaHU3MY
(Capone et al., 1994).

DKcrpeccus TpaHCTeHA TKaHecnenu(uvHa, 4To OOYCIOBIEHO CiS-peryssiTOpHBIMH
0CcOOEHHOCTSIMH JTOMEHOB A-E, 0OHapyXeHHBbIX B mpomoTope rena rolB (Capone et al.,
1994). Jlenenuu u pa3nuyHbie KOMOMHAIIMN JOMEHOB MPUBOIIINA K TIEPEPaACTIPECIICHUIO
HAKOILICHHUs TpaHCKpunToB FOIB B pasHbix Tumax kjieTok. B Tabake ObL1 OOHapyXeH
tpanckpunuonnbii Gaktop NtBBF1 (N. tabacum RolB DOMAIN B FACTOR 1) tuna

«UMHKOBBIC TAJIbLIbD», CEJIEKTUBHO CBSA3BIBAIOLIUNICA C KOPOBOM HYKIIEOTHIHOMU
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nocienoBateabHOCTEI0 ACTTTA nomena B (De Paolis et al., 1996; Baumann et al., 1999),

U aKTUBUPYIOIIMA dkcmpeccuto TpaHcreHa (Baumann etal., 1999). DOtor Ttun
TPAHCKPUTIITMOHHBIX (PAKTOPOB COMEPKUT BbICOKOKOHCepBaTHBHBIN JIHK-cBs3pIBarommii
Dof nomeH, KoTopblii 00HApYyKHBaeTCs Y (PUIOreHeTUUeCKH OTAaICHHBIX BUAOB (Altamura
et al., 2004). [Tozanee Obln BhIABIEH TpaHcKpuniuoHHBI (akTop RBF1 (RIBOSOME-
BINDING FACTOR 1), cassiBaromuiics ¢ nomeHoMm A (Filetici et al., 1997). Baumann u
coaBTophsl (1999) nmpennonaokuiau, 4To mnocie TpaHcPopMaluu COOBITHS Pa3BUBAIOTCS IO
cienyromeMy cueHaputo: noja aeiicteueM NtBBF1 aktuBupyeTcst ayKCHH-4yBCTBUTEbHAS
skcnpeccust rolB, B pe3ynbraTe 4Yero yBeJIMYMBACTCS YYBCTBUTCIBLHOCTh K AyKCHHY,
CTUMYJIUPYETCs 3aKjajika HOBBIX MepucTteM. VX nanpHelas cyap0a OyAeT onpeaensiThes
JIOKaNbHOM KOHIEHTpauue purtoropmoHoB (Altamura et al., 1994; Baumann et al., 1999).
[TpuMevaTenbHO, YTO ayKCHUH OBbLI HEOOXOIMM JUIsS aKTHUBAIMK dKcpeccuu FolB, omHako,
ero B3auMocBa3b ¢ NtBBF1 He Obuia BoiBieHa. Henb3st HCKIIO4aTh BEPOSITHOCTD YYaCTHUS
JIPYyTUX TPAHCKPUIIIMOHHBIX (PaKTOpoB, conepxkamux Dof momen, B mpomeccax rolB-
WHIYIIMpOBaHHOTO Mopdorenesa (Altamura et al., 2004).

Buoxumuuyeckue ¢ynkouu Oenxa RolB. T'ennr rolB, BwigeneHHbIC W3 pa3HBIX
ITAMMOB, XapaKTePU3YIOTCS CTPYKTYpPHOH M (QyHKIIMOHAIBHOU reTeporeHHocThio (Otten,
2018; Mauro and Bettini, 2021). Monekyaspaas macca Oeika RolB, BblmeneHHoro wus
mramma pRiA4, cocrasisieT okono 30 k/la, 3nauenue pl = 7,01. HeogHo3HauHbI JaHHBIE O
BHYTPUKJIETOUHOM Jokanu3aiuu RolB: Tak, B mramme pRiA4 6enok oOHapy>KHUBAarOT B
masmanemme, Toraa kak s RolB pRiA 1724 nokaszana sinepHast sokanu3zanus (Moriuchi
et al., 2004).

K Hacrosiiiemy BpeMeHH MPEJIORKEHBI TPH MOJIEIH, OOBSICHSIONNE MHOKECTBCHHBIC
apdektsl rTeHa rolB. Tlepas wmoaens — aykcuHOBas — TOCTyJaupoBasa rolB-
OTMOCPEIOBAaHHOE BBICBOOOXKICHHE AayKCMHOB W3 HEAKTUBHBIX KOHBIOratoB. Estruch u
coaBropbl (Estruch et al., 1991a) mnpenmonoxkuinu, uro Oeinok RolB oOnamaer [-
TIFOKO3U/Ia3HOM aKTUBHOCTBIO, OJIHAKO, 3Ta TUIOTE3a Obla MPU3HAHA HEACHCTBUTENHHOM,

TaK KaK ypOBEHb reTepPOayKCHHA M €r0 KOHBIOTATOB B TPAHC(HOPMUPOBAHHBIX PACTCHHSIX
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He u3meHsics (Nilsson et al., 1993a; Delbarre et al., 1994). [lo3nHee y reTepoJOrHYHOTO
oenka RolB 6bu1 06HapyxeH MoTuB CXsR, XxapakTtepHblil 1t epMEHTOB TUPO3UHOBBIX
docdaras (Filippini et al., 1996), a cam Oemox ObLT aHHOTHPOBAH KaK MEMOpPaHHBIM.
[TockonbKy docdaTazbl SBISIOTCS KIOYEBBIMU (DEpMEHTaMHM B CHTHAJIbHBIX KacKaJax,
IPEJIIOJIarafoT, YTO 3TOT THUI aKTUBHOCTH MOT OBl OOBSCHHUTH IICHOTpOnu3M reHa rolB.
Tperbss Mozenb HE ONUCHIBAeT KOHKPETHbIX (yHKui RolB, HO mpenmonaraer ero
SJCPHYIO JIoKaiau3aiuio. B padore Moriuchi u coasropos (Moriuchi et al., 2004) 6110
yCTaHOBJICHO, 4To RolB B3amMmomelicTByer ¢ Oenkamu cemeiictBa 14-3-3 in vitro u in
planta. BBuay oTCyTCTBHS CUTHAJIOB siICpHOM JIokanu3anuu y RolB, ux B3anumoseicTue ¢
OelnkamMu, OMOCPEAYIOIIMMU SIIEPHBIN TPAHCHOPT, BBIMJISIUT BEChbMa IPHUBIIEKATEIBHO,
OJIHaKO, HECMOTPS Ha 3TO, JAIbHEUIINA MOJEKYJSIPHbIA MeXaHU3M (YHKIHOHUPOBAHUS
RolB 1o cux nop He ycTaHOBJIEH.

Bausinue Ha BTOPMYHBIA MerTadoau3M. K HacTosimeMy MOMEHTY HM3BECTHO, YTO
TpaHchopmarmsi reHoOM FOIB TpuBOIUT K aKTUBalMK BTOPHYHOTO MeTaboim3Ma y
npejcTaBuTeNe cemelcTB Solanaceae, Araliaceae, Rubiaceae, Vitaceae m Rosaceae.
HeiictBue rolB pacrpocTtpaHsieTcst Ha pa3HbIE TPYIIBI META0OIUTOB, JOCTUTAst OoJiee YeM
100-kpaTHOl aKTHBAIMU B OTAEIbHBIX ciydasx (Bulgakov et al., 2008). Dkcrpeccus rolB
CTUMYJIMPYET HaKOIUICHHE pe3BepaTposnia B BuHOrpane Vitis amurensis (Kiselev et al.,
2007), npuBoauT K 58—62% yBenuyeHUIo coaepkanus aukonuHa B Tomate (Arshad et al.,
2014), 9-Tu xpaTHOMY YBEIMYCHHIO HAKOILJICHHs apTeMu3uHuHA B Artemisia carvifolia
(Dilshad et al., 2015), a Takke akTuBalMu OWOCHMHTE3a PYTHHA, KO(PEHHON KHUCIOTHI,

KBepiieThHa 1 n30kBepueruHa (Mauro and Bettini, 2021).

1.3.4. Ten rolC
MopdoreneTuueckne 3¢ dexrnl rolC. I'en rolC pRiA4 komupyercs 540 1.H., HE
UMEeT TOMOJIOTOB Cpeau JApyrux mnpexacraButencii Rhizobium, w sBasercs cambim
KOHCepBaTHBHBIM U3 Bcex TeHoB rol R.rhizogenes (Otten, 2018). Pacrenus,

tpanchopmupoBanHble TeHoM [FOIC, HMMEIOT XapaKTepHBIM KapJIMKOBBIH (EHOTHIT C
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Pa3pOCHIMMCS] KOPHEM, CMOPILIEHHBIMU JIAHLIETHBIMU JINCTSIMH, & TaKKe JAEMOHCTPUPYIOT
HapyllleHUEe anuKajdbHOrO JAOMHUHHMpOBaHHMA M paHHee uBereHue (Oono et al., 1987;
Schmiilling et al., 1988; Oono et al., 1990). TpaHckpuIIHOHHAs AaKTUBHOCTh TE€HA
TKaHecrenudruyHa U yMEHbIIAseTcs B pAAYy: KOpeHb, credenb, nuct (Nakamura et al.,
1988). Haubosee cumpHas skcnpeccus rera rolC xapakrepHa Ui MapeHXUMHBIX KIETOK
dao5Mb1 1 ipoTodo3Mbl — B KopHE (Matsuki et al., 1989; Sugaya et al., 1989; Schmiilling
et al., 1989). 3akoHOMEpHOCTh paclpeesieHus TPAHCKPUNTOB 00yCJIOBIIEHa HAJIMYUEM B
IPOMOTOPE TE€Ha y4acTKa, YyBCTBUTEIBHOTO K Caxapo3e, U €ro aKTHBHOCTh B KJIETKaX
(h103MBI CBSI3BIBAIOT C BBICOKMM COJIEp)KaHHEM B HUX caxaposbl (Yokoyama et al., 1994).
Pactenusi, cBepxakchpeccupyronme TeH rolC, 1eMOHCTPHPYIOT — TOBBIIICHHYIO
YyBCTBUTEIBHOCTh K IIUTOKMHUHAM, HO HE K ApyruMm ¢uroropmonam (Schmiilling et al.,
1993).

Bbuoxumuyeckne ¢Qynkuuu Oeaxka RolC. Ten rolC xomupyer Oenok ¢
MouieKyJIspHOil Maccoit okoiio 20 k/la u pl 4,9. [lokazana nokanuzamus RolC B nuTo3oie
(Estruch et al., 1991b). ABtopsl Takxke ycraHoBwiu, uto Oejok RolC sBusercs [-
TIIIOKO3UIa30M, M TIOJNOKUTENBHO BIMAET HAa YPOBEHb CBOOOJHBIX IIMTOKWHWHOB,
BBICBOOOXKasl MX W3 HEAKTUBHOI'O KOHBIOTHPOBAHHOTO cocTossHusA. OnmHako Nilsson u
coaBTopsl (1993b) He cmornm Bocnpoussectu 31oT 3ddext. [loznnee Faiss u coaBTopbI
(1996) Taxxke noarBepamiau, 4to RolC He omocpenyeT TUIPOIW3 HUTOKMHUHOBBIX
IJIMKO3UJI0B, HO Y4acTByeT B MeTabonu3me caxapoB. Takke yCTaHOBIEHO B3aUMO/JICIICTBHE
RolC ¢ TpanckpuniumonusiM  ¢daktopom TCP13, perynupyommm KIETOYHYIO
nuddepeHimpoBky u mopdorenes iucra (Mohajjel-Shoja et al., 2011).

Binsinue Ha BTOpUYHBI MeTadoau3M. Hapsiny c rolB, ren rolC Taxke siBisercs
aKTUBATOPOM BTOPHYHOTO METa0OJIM3Ma, XOTs, BEPOATHO, YCTYIMaeT MEPBOMY IO CHIIC
oka3biBaeMoro jeictBus. Tpanchopmarss reHoMm F0IC  cTumynupyeT HaKOIJICHHE
ankamouaoB TpormaHoBoro (Bonhomme et al., 2000), nupuaunosoro (Palazon et al., 1998a)
u uHgonsHOro (Palazén et al., 1998b) psmos, runzeHo3unoB (Bulgakov et al., 1998),

uzopnaBononnoB (Grishchenko et al., 2013) u nHumxotmHa (Palazén et al., 1998a).
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Hakorutenne ruocumamuHa u  ckomoiamuHa B FOIC-TpaHcopMUpOBaHHBIX KOPHSX
Atropa belladonna ysemuumBanocs B 12 pa3 (Bonhomme et al., 2000). HecmoTpss Ha
crioco6HOocTh FOlIC akTMBUpOBaTh OMOCHHTE3 BTOPHYHBIX METAOOJIMTOB, WX IMPOYKIIHS

peaKo yBenuuuBaercs 0osee yeM B 3—5 pas.

1.3.5. I'en rolD

Mopgozenemuueckue 3¢pgpexmut rolD. B ornuune ot apyrux reHoB rol, maHHBIH
IPEICTaBUTENIb BBIABICH HEe y Bcex mrammoB R. rhizogenes, no toisko B T -JIHK Ri-
ra3mua arponuHoBoro tuna (Pavlova et al., 2014). Pa3smep rena rolD cocraBiser 1032
n.H.  (Otten, 2018). OcHoBHOW xapakTepHOH uepToil rolD-TpaHchopMUPOBAHHBIX
pacTeHUM SBISETCS CTUMYJIAIMS 3aKJIAJKUA [[BETKOBBIX MEPUCTEM U TA3YIIHBIX COLIBETHH,
YTO BBI3BIBAET TOPMOXKEHHE pPOCTa W OoJiee paHHHWMA NEPeXoJ B TEHEpPaTHBHYIO (¢azy
(Mauro et al., 1996; Altamura, 2004). Kak u B ciyuae rolB, B mpomorope rolD obHapyxen
Y9aCTOK CBSI3BIBAHMSI C TPAHCKPUINIIMOHHBIMHU (aKkTopamu, comepxkammumu Dof-momen
(Rangslang et al., 2018). [IpumeuarenpHO, YTO SKcmpeccus reHa rolD He okasbiBaeT
BBIpOKEHHOTO d3(dekTa Ha KOpPHEOOpa3oBaHWE, HO CTHUMYJIUPYET 3aKJIagKy W pOCT
OokoBbIX KopHeBbIX MepucteM (Falasca et al., 2010). Csepxokcrpeccus rolD Taxxke
NPUBOJUT K aKTHBAIMK NMpoAykuuu 6enkoB PR-1 (ot anri. pathogenesis-related proteins),
YYaCTBYIOIIMX B 3alIUTHBIX peakuusx (Bettini et al., 2003).

buoxumnueckue pynkuuu O6enka RolD. benok RolD, BbiaeneHHbId U3 IITaMMma
pRil724, wumeer wMonekynsapHylo wmaccy okono 22 kJla u 3nHauenue pl = 43.
[IponemoHcTprpoBaHa nuTo30dbHas Jokanu3anuss RolD (Estruch et al., 1991c). benox
RolD o0namaeT akTHBHOCTBIO OPHUTHHIIMKIIOAE3aMHHA3bI, KOTOpas Katanusupyetr HAJ -
3aBUCUMOE TpeBpanieHue opuutuHa B mposuH (Trovato et al., 2001). Dddext pannero
sereHust y rolD-tpaHchopMupoBaHHBIX pAaCTEHUI CBSA3BIBAIOT UMEHHO C IMOBBIIICHHUEM
conepxxanus mponuHa (Trovato et al., 2018). Anangornunsiii ¢epment y R. radiobacter

Y4aCTBYCT B KaTtaboanu3Me OIIMHOB, CUHTC3UPOBAHHLIX U3 aApPTHHHMHA B KIJICTKAX OITYXOJIH,
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puYeM, HECMOTPS Ha JIOKajIu3aluio reHa B Ti-mua3mue, oH He BXoauT B coctaB T-JIHK
(Sans et al., 1988).
Bausinne Ha BTOpuYHBbIA MeTadom3M. K HacTOsIeMy MOMEHTY HET CBEJICHHU O

BMstHUM TeHa rolD Ha BTOpUYHBIH MeTa00JIH3M.

1.4. PactureabHblie romoJioru renoB T-IHK

BriepBbie HyKJICOTHAHAS ITOCIICIOBATEILHOCTh, TOMOJIOTHYHAs reHy rOIB, Obpura
ooHapyxena y N. glauca (White et al., 1983). [To3nHee ObLIM Takke OOHAPY>KEHBI TCHBI,
romosiormunbie TeHaMm FolC u rolD (Furner et al., 1986). ITouck plast reHoB BHe npe/enoB
rpymmel  OakTepuit poxa Rhizobium mnpuen k 0OHapYXCHHIO pPAaCTEHHH, KOTOPBIC
conepxkanin  kierounyro T-JIHK (kT-JJHK). Takue pacTteHus cTaam OTHOCUTH K
€CTECTBEHHBIM TpaHC(OpMaHTaM WJIM MPUPOAHO-TPAHCTEHHBIM. K HacTosIIIieMy MOMEHTY
U3BeCTHO OoJjiee 23 mpeacTaBuTeNiel pa3muHbIX cemeiicTB (Matveeva and Otten, 2019). B
ux uucie Oarar Ipomoea batatas, nmeBuHBIN 3¢B Lunaria vulgaris, npeacraBuTenn poja
Nicotiana, HekoTopbIe U3 KOTOPBIX cojiepkaT Heckoubko plast reros — N. cordifolia (rolB,
rolC, orfl3, orfl4), N. miersi (rolB), N.debneyi (rolC) (Intrieri and Buiatti, 2001;
Matveeva et al., 2015).

B  oO6ompmmncTBe  ciayuaee  kT-JIHK  mpencraBnser  cobOoif  yacTHYHBIS
WHBEPTUPOBAHHBIE MOBTOPHI, MCKItOUeHHe cocrasiseT K1-JHK nbHsAHKHM, conmepxkamas
npsimble MoBTOpHI (Matveeva et al., 2012; Matveeva et al., 2015). Tounoe npoucxoxacHue
kT-/JIHK OCTaeTCs HEBBISICHCHHBIM, HO, CUHTACTCH, 4TOo OOJBIIMHCTBO
nocnenosarenbHocTed KT-JIHK mpoucxoanut oT yke ONMCaHHBIX Ui PAa3HBIX IITAMMOB
R. rhizogenes reHoB, koTopble MOmMald B PacTEHUs B pPe3yJbTaTe TOPU3OHTAIBHOTO
nepenoca (Chen and Otten, 2017; Matveeva and Otten, 2019).

B cBsa3u ¢ tem, uro rensl KT-JIHK siBnsitoTcst TpaHCKpUOMpPYEMBbIMU, aKTyaJlbHBIM
ABJISIETCA BOINPOC WX AaKTUBHOCTH B PACTUTEIBHBIX KieTKax. PaHee mpenmnonaraiu, 4to
kaxnaas mapa reHoB T-JIHK/kT-JIHK o6nagaror cXoXuMu CBOWCTBaMHU, TakK 4TO,

HanpuMmep, reH rolC, pacnonoxxennsiid B KT-JIHK, Oyner umeTh Ty e aKTHBHOCTD, YTO U
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reH rolC, pacnosioxeHHbIi B OakTepuaiibHoM ia3mue Ri. [Ipu 3Tom BapuaHTHBIE (GOPMBI
OJIHOTO T'€éHa MOTYT KOJAMPOBATh MPOAYKTHI C Pa3HON OMOJOTMYECKOW aKTUBHOCTBIO, UTO
3aTpyAHSET WX aHHOTAlUWI0. OTO CHPaBEIJIMBO TaKKe W s pa3HbIX [ITaMMOB
arpobakrtepuii. Hanpumep, reusr rolB u3 mrammoB 1855 u 2659 MeHee 3aBHCHMBI OT
NPHUCYTCTBUS AyKCHHA I HMHIYKIMK KOpHeHd B oriauunme oT rOolB w3 mramma A4
(Schmiilling et al., 1993; Serino et al., 1994). Illecth pa3mu4HBIX TeHOB 6b wm3
R. radiobacter u R. vitis paznuuarorcs o cBoei criocoOHOCTH BbI3bIBaTh omyxoiu (Helfer
et al., 2002). ®ynkunoHanbHble pa3ianuus Mexay reHoM KT-JIHK u poacTBeHHBIM reHoM
T-JIHK MoryT OBbITh pe3yJIbTaTOM pa3iuduil MEXAY MOJECIbHBIM IIITAMMOM M IIITAMMOM,
kotopsiii BBen KT-/IHK, a He B pe3ylibTare AMBEPreHTHOM SBOJIIOIMU IOCIE MEPEHOCa B
pactenune (Aoki and Syono, 2000; Chen and Otten, 2017).

Ponr kT-JIHK B »BodIOIMM  €CTECTBEHHBIX  TPaHCHOPMAHTOB  OCTACTCS
HEBBISICHEHHON. B03MOKHO, 4TO HEKOTOpble (WK Aaxe OonbIMHCTBO) reHoB KT-JIHK
UTpaJIA POJIb TOJIBKO B HadallbHOM COOBITHH TpaHchopManuu/perenepamuu. [locie atoro
OHM MOTJHM YyTPaTUTh CBOIO (PYHKIMIO JMOO u3-3a BpeAHBIX A(PPEKTOB, TAKUX Kak,
kapiukoBocTh (FOIA wmmm Orfl3) wmm Hekpo3 (rolB), mubo moToMmy, 4to OHHM OBLIH
BbIOOpOuHO HerTpambHbIMH (Chen and Otten, 2017). B 3ToM ciy4yae MHAKTHBAIUS I'CHA
kT-JIHK nHe Oyner nMerh HUKakUX 3PQPEKTOB U MOKET MPUBECTH K HEBEPHOMY BBIBOAY,
YTO 3TU I€Hbl HE UMEJIN 3HAYCHUs B DBOJIIOIMU €CTECTBEHHBIX TpaHcpopmaHTOB. OgHAKO
eciu Tenbl KT-JIHK BbI3bIBatoT Mopdosiornueckue W3MEHEHUsI B APYTUX PACTCHUSIX MPU
CUJILHOW W KOHCTUTYTHUBHON SKCIPECCHUU, UX IKCIPECCHUS B MPUPOAHBIX TPAHCTEHHBIX
OpraHu3Max, BEpOSITHO, TAK)KE MOXET BbI3bIBATh U3MEHEHHUS, XOTS OHH MOTYT OBITh OoJiee
orpannuennbiMu (Chen and Otten, 2017).

OuyeBuaHO, YTO JAaHHAs TeMma TpeOyeT AAJbHEWIINX MCCIEJOBAaHUN KakK CaMHX
IIPUPOJHO-TPAHCTEHHBIX pacTeHui, Tak u reHoB ux KT-JIHK. MccnenoBanusa MmexanusmoB
nuddepeHIUPOBKU PA3TUYHBIX THUIIOB BOJIOCUCTBHIX KOpPHEH W pacTeHUM C CHUHAPOMOM
«BOJIOCATOTO» KOPHS BaXXHBI JJid MOHMMaHus Toro, kak reHbl T-JIHK/kT-JIHK

MIEPEHANPABISIIOT POCT KOPHEW W JAPYTrMX OpPraHOB pacTeHud. BBujy HuX CHIBHOMN
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MopdoreHeTnyecko akTuBHOCTH, Kak reHnl T-JIHK, Ttak u kT-JIHK wMoryr nHaiitu
pUMEHEHUE B OMOTEXHOJIOTUU U CEITbCKOM XO03sCTBE. BayKHBIM HampaBieHUEM Oy TyIIHX
ucciaenoBannii Oyner ynmanenue wim caineHcuHr reHoB KT-JIHK, ocoGenno, B renomax

CEJIbCKOXO3SIICTBEHHBIX cOpTOB pacTeHuit (Otten, 2018).

1.5. CtpykrypHas 1 QyHKIHOHAJIbHAS OPTraHU3ALMA CUTHAJIbHBIX CHCTEM
pacTeHuH

B cuny mnpukpenneHHoro oOpa3a >KM3HM pAcTeHMs] BBIHYKIEHBl HENPEPBIBHO
alaliTUPOBATHCA K MEHSIOIIMMCS YCIIOBUSIM BHEIIHEH cpenbl. BHemHue (axTopsl, Takue
KaK CBET, TeMIlepaTypHble KoyieOaHHUs, COCTaB M BIAXXHOCTb IOYBBI, TaK K€, KaK M
BHYTPEHHUE CUTHAJbI, BKJIIOYas JCHCTBHE pETyJIATOPOB pOCTa, METAabOIUTOB MU
CTPECCOBBIX TOpPMOHOB, a Takke PHK paszmmuHoro mnpowmcxoxneHus, OKa3bIBalOT
HEIIPEPBIBHOE BIUSHUE HAa POCT W pa3BUTHE. B mpouecce »BONIONUM Yy pacTEHUN
c(OpMHPOBATUCH Pa3HOOOpa3HbIE CUCTEMbl BHYTPH- M MEXKKJIETOYHOM pEryJIsiluH,
KOTOpbIE  OOECIEYMBAIOT CBOEBPEMEHHYIO pEAKIHMI0 KJIEeTKM W OpraHu3Ma Ha
MOJIEKYJISIPHOM U (DU3HOJIOTHYECKOM YPOBHSIX.

B cocraBe KOMIIOHEHTOB BHYTPHUKJIETOYHBIX CHUTHAJbHBIX CHUCTEM BBIIEISIOT
pELIENTOPHI U COMPSKEHHBIE C UX pab0TOl OEKU, MOJIEKYJIbl BTOPUYHBIX MECCEHKEPOB U
3¢ (eKTophl, peryIMpyrONIMe UX CUHTE3 U JIOKAJIU3AIUIO0, aJalTOPHbIE OCJIKK U (PEPMEHTHI,
BBICTYMAIONINE TMOCPEIHUKAMU B T€pelaye CUrHaia, a TakKe KOHEYHbIE MHMILEHH.
AKTHBalMsI CUTHAJIBHOIO Kackaja HAuYMHAETCS C B3aUMOJICHCTBUS Oenka-pelenrtopa ¢
JUTAHIOM M 33aKaHYMBAETCS M3MEHEHUEM AaKTUBHOCTHM (EpMEHTa-MUIICHH WM
TPAHCKPUIILMOHHOTO (haKTOpA.

Ha nepBom 3Tane ocyniecTBIsSETCs PeLenius CUrHaIa IOCPEICTBOM HEKOBAJIEHTHOIO
CBS3BIBAHUSI MEXY JHUIAaHJIOM M YYaCTKOM OeJlKa-pelentopa Ha MOBEPXHOCTU KIETKHU.
Kak mnpaBuio, 3T0 B3auMOJEHCTBHE COIMPOBOXAAETCS HU3MEHEHHEM KOH(pOpMAaIIH
pelienTopa, KOTOpoe MepeaaeTcss Ha BHYTPEHHUH, [UToruiazMarnueckuid, yuactok (Falke et

al., 1994). B To Bpemsi kak OOJBIIMHCTBO PELENTOPOB KIETOYHOM TOBEPXHOCTU Y
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’KUBOTHBIX comnpspkeHo ¢ (G-Oemkamu, OOJbInas 4acTh PENENTOPOB, OOHAPYKEHHBIX Yy
pacTeHwmii, 00agaroT GepMEHTATUBHON aKTHBHOCTHIO. boliee Toro, B MpoTUBOBEC MIMPOKO
pacpoCTpaHEHHBIM Y KUBOTHBIX TPEOHWHOBBIX NMPOTCHHKWHA3, Y PACTCHUN HAWOOJbIIEe
pa3zHoOOpa3re OTMEUEHO ISl perenTopHbIX Ser/Thr mpoTenHKMHA3, KOTOPBIE OTIIMYAOTCS
OT aHAJIOTUYHBIX perentopoB kUBOTHBIX (Rudrabhatla et al., 2006). OgHako oHU TaKxke
OOHapy>XMBAIOT OOIIME YepThl, COXpaHss IUTOIUIa3MaTudeckuii Ser/Thr KuHa3HBIA U
BHEKJICTOUHBINA JIUTAH]I-CBSA3BIBAIOIINI JOoMeHbI. [locinenuuii Hanbosee 9acTo COACPIKUT
neiuH-60oraTeie MOBTOPHI (OT aHTI. leucine rich repeat, LRR) BcaeacTBue vero maHHbIe
oenku otHociaT K LRR-cemeiictBy. B renome A. thaliana o6napy:xeno 6omee 600 reHos
PELEeNTOPHBIX MPOTEUHKHHA3, 4TO cocTaBisieT 60% ot ux oOmero koiguyectBa (Shiu u
Bleecker, 2003), okosio 300 u3 Hux — rensl Ser/Thr nporenHkuHas, 1, MO0 MEHbIIIEH Mepe,
80 u3 nux sBisgroTcss LRR-conepxkamumu (Chakraborty et al., 2019). CemeiictBo LRR-
MPOTEUHKUHA3 SBIISICTCS CAMBIM MHOTOYHCIICHHBIM Y PACTCHHM, OJTHAKO, U3BECTHBI TAKKE
6 TOTIOJHUTEIBHBIX CEMEUCTB PEIENTOPOB, KAKI0E M3 KOTOPHIX 00J1a/1aeT YHUKATBHBIMU
O0COOEHHOCTSIMU BHEKJIETOUHBIX JoMeHOB (Pucynox 4) (Tor et al., 2009). Kpome Toro,
u3BecTHBI perentopbl pactenuii PGIP- (ot anri. polygalacturonase-inhibiting protein) u
RLP-tuna (ot anrn. receptor-like protein), a Takke BHYTPUKIETOUYHBIE perienTopbl NB-

LRR (ot anriu. nucleotide binding) (Tor et al., 2009).



40

Brexneroamoe Membpana BayrpExnetrognoe
OpOoCTPAHCTBO OpOCTPAHCTBO

PGIP-IIMmmmms-
RLP =M

<@ TIR-NB-LRR
wr @M CC-NB-LRR

JlexTan

LRR =1mmme=-m

W TpaEcMembpanHui JoMeR
LysM -- S-nomen
LRR
PR5K EGF -mogobar moeTop
RCC-noyobHEA moBTOp
B TNFR-nopobHEG moBTOp
RLCK W JlexTeE-moxobHELEE moBTOP
M PR5-nopobHuI noBTOD
B LysM pomen
S-pomen M Ser/Thr xmmaza
JoMeH cIHpaNbHOH KAaTyIIKH
TNFR B TIR-monobHG pomen
M CaliT cBS3HBaHAA HYKJIEOTHJ[OB
WAK
Pp[cyH()K 4 — HOMGHHEUI opraHmsanysa BHYTPH- M BHCKIICTOYHLIX PCHCITOPOB

pactenuti (Tor et al., 2009).

BTopsiM 3Tanom sBIsieTCsl paclpoCTpPAaHEHUE CUTHAIa BHYTPU KIETKH C MOMOIIBIO
IIMPOKOI0 CHEKTpa MOJIEKYJ — BTOPUYHBIX MECCEH/KEpOB M OenkoB. K BTOpuUYHBIM
MECCEH/KEpPAM PAaCTEHUI OTHOCST MOHBI KaJlbLiMsl, akTUBHBIE (hopmbl kucioponaa (ADPK),
IUKINYECKUE HYKJICOTHUbI M MPOU3BOJHBIC TUIUI0B ((pochonHo3uTHABI, (hochHaTHIHYIO
kucinory u gpyrue) (Kruk et al., 2003). TpaHcaykuusi CHUrHajia COIPOBOXKIIAETCS
U3MEHEHUEM KOHIEHTPAIIMK BTOPUYHBIX MECCEHDKEPOB, TIPOILECC HAXOIUTCA TIOJ
KoHTpoJieM »ddekTopubix OenkoB. K 3Toil rpymme OTHOCAT Kak  (EepMEHTHI,
OCYILIECTBIISIOIINE CUHTE3 BTOPUYHBIX MECCEHI)KEPOB (pochonunassl,
HYKJICOTHU/IIIMKIIA3bI), TAK U OCIKU-TIEPEHOCYMKU U PA3IMYHBIC TUITBI HOHHBIX KAHAJIOB, OT
aKTUBHOCTH KOTOPBIX 3aBHCHUT TPAHCIIOPT MOJIEKYJI B IIUTOIUIA3My WU BHYTPUKICTOUYHBIC
neno. OTmenbHOE 3BEHO TMepeaadyd CHUTHAla MPEACTABICHO aJalTepHbIMH OelTKaMH,
KOTOphIe HE 00J1amaroT (epMEHTATHBHONW aKTUBHOCTBIO, HO SIBISIOTCS HEOOXOAMMBIMU
MOCPETHUKAMH, Yepe3 KOTOPBIX OCYIICCTBIITFOTCS MEXMOJICKYJIIPHBIC B3aUMOACHCTBUS
npyrux OenkoB-mapTHepoB. K amantepubiM Oenkam oTHOCAT Oenku cemerictBa 14-3-3

(Comparot et al., 2003; Pennington et al., 2018), RACK1 (Kundu et al., 2013), 6enku,
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KoopauHupyroime padcoty MAP-kuHa3Hoit curnansHoit cuctemsl (Witzel et al., 2012; van
Drogen and Peter, 2002), u apyrue.

Hanbomee BaXHBIMM MEXaHW3MaMHU TMepeJaddl CHUTHajda SBISIOTCS B3aWMMHOC
CBSI3bIBAHME, KOBAJICHTHBIC MOAU(DUKAIIMK W H3MEHeHHe MUuKpookpyxenus (Tuteja and
Mahajan, 2007). JIroboe W3 MEepPEUYNCICHHBIX B3aMMOJICUCTBHA MPHUBOJUT K W3MEHEHUIO
KoH(opMaIuu #, Kak CJEICTBHE, aKTUBHOCTH O€Nka WJIM W3MECHCHHIO KOHIICHTPAIUU
BTOPUYHBIX MeCCEeH/KepoB. Kak mpaBuio, B CUTHAJIbHBIX CHCTEMax 3a/IelCTBOBaHO
MHOXECTBO yYAaCTHHKOB, W U3MCHEHHE KOH(POPMAIMU/KOHIICHTPAIIUA TPOUCXOIUT
MOCJIEIOBATEIBHO, B CBSI3M C YE€M MPUHATO TOBOPUTH O KACKAOHOM MEXaHU3ME Iepeadu
CUTHAJIOB. J[pyrMM Ba)KHBIM CBOMCTBOM BHYTPUKIIETOYHOW TIE€pelayd CHUTHAJA €ro
SABIISICTCS. amnauguxayus, KOTOpas dYaimie BCETrOo peaqu3yeTcs MPH CHUHTE3¢ BTOPHYHBIX
MOCPETHUKOB B OTBET Ha JeiicTBUe ciaboro crtumyina. Kpome TOro, HEKOTOpHIC
CUTHAJIBHBIE MOJICKYJIBI MOTYT MPOSBIATh HU3KYIO CHEIU(DUIHOCTD, H3MCHSSI aKTUBHOCTh
Pa3TUYHBIX THIIOB CUTHAJIBHBIX ITOCPEIHUKOB, PACIIOIOKEHHBIX «HIDKE 110 TCUCHHIOY.

3aKITIOYUTENBHBIM ITANIOM TPAHCIYKIIMM CUTHAJIA SIBJSIETCS MOJYJISIMS aKTUBHOCTH
KOHCUYHBIX MHIIICHEH. B pacTeHHMsIX pean3yroTcsl TPH OCHOBHBIX CHUTHAJIBHBIX MEXaHU3Ma,
JIBa W3 HHUX CBSI3aHbI C YBEJIMYEHUEM/TIOJABICHUEM AaKTUBHOCTU KOHEYHON MHUIIIEHH,
TPETUl — C MHAKTUBAIMEH perpeccopa, uiau jaepenpeccueit. Kak mpaBuio, garie BCero
peub wuaer o  QochopuwinpoBanuu/aedochopunupoBanun  cyocTpara,  OIHAKO,
3HAUWTENbHAS YaCTh CHUTHAJIBHBIX COOBITHI COMPOBOXKIACTCS aKTUBAIIMEH yOMKBUTHH-
3aBUCHUMOTO celiekTuBHOro mpoteoinza (Yu et al., 2016; Kelley, 2018; Tal et al., 2020). B
JPYyroM ciy4ae pe3yJbTaTOM J3TUX  COOBITHH  OyJneT  SBIATHCS ~ M3MEHEHHE
TPAHCKPUTIIIMOHHOW AKTUBHOCTH TEHOB, YTO NPHUBEACT K HM3MEHEHHIO COOTHOIICHUS
OCIKOB W, KakK CJCACTBUE, CTAaOWIBHOCTH TOMEOCTa3a pPACTUTCIBHOW KJICTKA B
n3MmeHuBImxcs yciaosusx (Reddy et al., 2011).

B pactenusix oOHapy»)eHbl HYyKJIeOTUIIMKIa3Hble, MAP-kuHa3Has, docharumarHas,
nunokcurenasznasi, HAJI®H-okcunasnas u kanbuueBas, NO-CHHTa3Hasi W TPOTOHHAA

CHUTI'HAJIbHBIC CUCTCMBI. I[OHOHHHTGHBHBII;'I BKJIaJ B PCTYJBIOUIO BHOCAT BSaHMOHeﬁCTBHH
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MEXJy CHCTEMaMH, a TAaKKE MEPeCceUYeHUs C TOPMOHAIBLHONH CHCTEMOM, OMOCPEAYIOICH
nepeaady CUTHAIOB, IO KpaWHedl Mepe, ACBATH Tpymn (UTOTOPMOHOB W TOPMOH-
nono0HbIx nentuaoB (Chaiwanon et al., 2016; Tavormina et al., 2015). Baxknyto posb mis
(YHKIIMOHMPOBAHUS BCEX M3BECTHBIX CHTHAJIBHBIX CHCTEM PACTCHU HWIPAIOT HOHbBI
KaJIbIUs, KOTOpBIE 00JanaloT HauOojee YHUBEPCAIbHBIMH CBOWCTBAMH B Iepenaye

CHUI'HAJIOB B Ka4CCTBC BTOPHUYIHBIX MCCCCH/IZKCPOB.

1.6. KanbnueBasi CHTHAJILHASI CHCTEMA pacTeHHu i
1.6.1. BHyTpuKJIeTOYHbIE TOKM HOHOB KAJILI[UA

Wonbl xanpuus (Ca®") SBIAIOTCS yHUBEPCAIHLHBIM BTOPHYHBIM  OCPEIHHKOM
YKAPUOTUYECKUX OPraHU3MOB, U YHYACTBYIOT B OTBETHBIX PEAKLIHUSIX MPAKTUYECKH Ha BCE
BHEIITHKE CTUMYJIbI M BHyTpeHHHe curHainl (Batistic and Kudla, 2012). Konnenrparus
Ca** B pacTurenbHbIX KiIeTKax gocturaet 100 HM B anomnacre, 200 HM — B qMTO30J1€ U [0
HECKOJIbKUX MUJUIMMOJIEM B OCHOBHBIX BHYTPUKJIETOUHBIX JIEIO — BaKyoJsIX U
sHjoazMatnueckoM petukyiaome (Bush et al., 1989; Clarkson et al., 1988). Taxoe
pacnpeneseHue MOHOB KaJIbIIUs TIO3BOJISIET M30€KaTh TOKCUYHBIX 3(P(HEKTOB, BhI3BAHHBIX
€ro U30BITOYHBIM COJEp)KaHUEM B TEUECHHE JIUTENbHOr0 BpeMeHH (Sanders et al., 2002).
Jlns  moajepskaHus TOMeocTasa Kaibldd B KJIETKE (QYHKIIMOHUPYIOT CHUCTEMBI
MeMOpaHHOTO TpaHCIOpTa, BKJIIOYAsh KaHaJbl, HACOChl M TIEPEHOCUYUKHU, KOTOPHIE
PEryJIMPYIOT MOTOKU KaJIbIMs B OTBET HA MOCTYMNAIOIIUE CUTHAJIBI.

[lepenaua cuTHaJIOB C ydYacTHUEM HWOHOB KajbIlUs MPOUCXOAUT B TpU (asbl:
TeHepalus, EKOJAUPOBAaHUE M Tiepefada CWrHajia K KoHeuyHbiM wmuineHsM (Reddy and
Reddy, 2004). Ha mepBoM »5Tame TPOUCXOAUT AaKTUBAIMS KaJbIUEBBIX KaHAJIOB,
CONPOBOXK/IAIOMIASICA KPAaTKOBPEMEHHBIM  JIOKAJIbHBIM  YBEIMYEHUEM KOHLEHTpALUU
cBoOomHbIX MOHOB Ca?" B nmromnasme. Kanpimii MOMKeT IOCTynaTh B KIETKH U3
BHEKJICTOYHOTO TPOCTPAHCTBA WJIM BBICBOOOKIATHCS W3 BHYTPUKICTOYHBIX JIENIO B
pe3ysibTaTe JIEUCTBUS BTOPUYHBIX MECCEH/KEPOB Ha COOTBETCTBYIOIIUE KaHAJbI.

N3menenue KOHIOCHTPAOWNW KaJblIWA BbBIZBIBAIOT TAKWUC BTOPHUYHBIC MCCCCH/KCPBI, KakK
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HUKOTHHOBas KHCII0Ta afeHuH quHykieotuadochar (NAADP), unosuron-3-pocdar (IP3),
uHozuton-6-pochar (IPs), counrosmn-l-pochar wu nukauueckas AJ{D-pubo3za
(Schumaker and Sze, 1987; Allen et al., 1995; Navazio et al., 2000; Lemtiri-Chlieh et al.,
2003).

B 3aBucMMOCTH OT TpHPOABI TOCTYMAIOMIETO CUTHANTA, JUHAMUKA W3MEHEHUS
KOHIICHTpAIIMU KaJbIUsI MOXKET BapbUPOBATh IO PACTIPEICICHUI0 BHYTPH KIETOK (B
[IMTO30JI€ WM OpraHesIax) U OPraHoOB, 0 KHHETUYECKUM XapaKTePUCTUKAM (aMILTUTYE,
POAODKUTEILHOCTH, YacTOTE), a TaKXKe MO 3aJeHCTBOBAHHBIM KaHallaM, YTO MO3BOJISET
kietke chopmuposath auddepenupoBandsie orBeTHbie peakinuu (Keith et al., 1985).
Hampumep, oTME4eHO HaAKOIUICHHE KaJIblMsl Ha TIOJII0OCaX BEpeTeHa JIEJICHUS BO BpeMs
MUTO3a WIH TOJSIPHOE BEPXYIICUHOE PAaCTIpeeNieHUE BO BpEMsl pOCTa MBUIBIEBBIX TPYOOK
(Nobiling and Reiss, 1987) u kopHeBbix BosockoB (Schiefelbein et al., 1992).
KoHIieHTparus KaJblus U3MEHICTCS B OTBET Ha TeMIIepaTypHbIE KOoJcOaHwMs, N3MCHCHHE
COJICHOCTH M BJIAYKHOCTH, a TaK)Ke JOCTYITHOCTH HUTpaToB B mouBe (Mahajan and Tuteja,
2005; Tuteja, 2007; Tuteja and Mahajan, 2007; Gong et al., 1998; Scrase-Field and Knight,
2003; Riveras et al., 2015). lng kaxI0oro Thma CUrHajda XapakTEpeH CBOW yHUKaIbHBIN
tin pacrpemienus Ca?t B knerke (Batisti¢ and Kudla, 2012). B oTBeT Ha cTpeccoBbIe
YCIIOBHSI YBEIIMYUBACTCA COJCP)KAHWE KAJIbIHS B SAPE W MUTOXOHIPHAX, MPUYEM OTH
W3MCHEHHS TPOUCXOAAT HE3aBUCHMO JPYr OT Jpyra W OT KOHIIEHTPAIMHM KaJbIUS B
muroruiazme (Pauly et al., 2000; Logan and Knight, 2003).

BeimensitoT Tpu XapaKTepHBIE KaIbIIUEBBIC «IOAMKUCH», BKIIOYas OJUHOYHBIC
BCIUIECKH (CTaiKu), TOBTOPSIONIMECS BCIIECKH (OCHMJUISIIIMN) U BOJHBI, KOTOPHIE MOTYT
pactpoCTpaHsAThCA K YIAJICHHBIM KieTkaM wiu japyrum opranam (Tian et al., 2020).
KanmprmeBsle crnaiiki BO3HUKAIOT ITOJ ACHCTBHEM CaMbIX Pa3HOOOPA3HBIX CTUMYIJIOB,
BKJIFOYAsi a0MOTHYECKUN CTpecc, 00paboTKy DJIMCUTOPAMH, BO3JICUCTBHE CBETOM DPa3HBIX
CHEeKTpalbHbIX XapakTepuctuk u Apyrux (Tian et al.,, 2020). Kanpuuesbie oCcUMIUIALIH
BO3HUKAIOT 332 CUET PUTMHYHOTO TIEpepaclpeieNieHns] KalblUsg MEXIy IUTOIIa3MON U

opraHeyyiaMy Oyarogaps KOOPJAMHHPOBAHHON pabOTe MEMOpPAHHBIX KaHAJIOB M HACOCOB.
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MHorue mporeccsl IpeanoaararoT GopMUPOBaHUE CHEIUPUIHBIX OCIMILISAINA, BKIHOYAs
poct u pasputue (Yang, 2008; Iwano et al., 2009; Damineli et al., 2007; Konrad et al.,
2011), pactutenbHO-MHUKpOOHBIe B3ammojeicTBusi (Keinath et al., 2015; Yuan et al,
2017). bonpiioe 3HaYeHUE I AKTUBAIIUU CUCTEMHOW YCTOMUHMBOCTH UMEIOT KaJIbIIMEBHIC
BOJIHBI, KOTOpbIE PACHpPOCTPAHSAIOTCA IO COCYJIMCTOW CHUCTEME B YJAJCHHBIE YacTH
pacTeHus B OTBET HA KOHTAKT C HACEKOMBIMH WJIM MEXaHWYEeCKHe MOBpexaeHus. CKOpoCTh
PacIpOCTPaHEHHsl TAKOTO CHIHAIa OKoso 1 MM*c™, 4To mpeBbIlIaeT nacCHBHLINA MOTOK 3a
caer macchl (Hilleary and Gilroy, 2018). B oTBeT Ha KaJlblIUEBBIC BOJIHBI B PAaCTCHHUH
aAKTUBHUPYIOTCS MEXaHU3Mbl CUCTEMHOW YCTOMYMBOCTH M CHUHTE3 KACMOHOBOW KHCIIOTHI
(Yanetal., 2018).

OYyHKIMOHAIBHOE ~ pa3zHooOpa3zue Ouonorndeckux H(P(PEKTOB HMOHOB  KaJbIUS
JoCTUraeTcs Onarojaps IIMPOKOMY CIEKTPY KaJbLIUEBBIX CEHCOPOB, KOTOpPHIE
00ecreunBaOT BTOPOM STal TPAHCIYKIMU KaJIbIIMEBOTO CHTHAJIA — €ro JEKOIUPOBaHUE.
KoHeuHBIi KIETOYHBIA OTBET MOYKET MPOSIBIATHCSA B BHIIC U3MEHEHUS IKCIIPECCUU TCHOB,
METa0O0JIMYECKOTO CTaTyca M COCTOSIHUS aKTUBHOCTH BHYTPHUKJIETOUHBIX TPAHCIOPTHBIX
CHUCTEM. 3aBEpUIAIONICH CTaguel SBISETCS YJAJCHHE KaJdblUHUS W3 IUTOILIa3Mbl C
BO3BpAIIIEHUEM KJIETKH B CTAJIUIO TIOKOSI.

JIro60e n3MeHeHre KOHIIEHTPAMU KaJIbLIMS IOJKHO OBITh paciiM(ppOBaHO B KIETKaX-
MUIICHSIX W OpraHax, 4ToObl CBOEBPEMEHHO pPEarupoBaTh Ha CTHMYJ. OJTOT MPOIECC
OCYIIECTBIISIETCS KAJBIIUN-CBI3bIBAIOIIMMUA CEHCOPHBIMU O€JIKaMU, KOTOPbIE ACKOAUPYIOT
¥ TepenanT uHpopMaIMIo, 3akoaupoBanHyio Ca’'-curmanamm, B KOHKDETHBIE O€NOK-
OeNKOBBIC B3aUMOJCHCTBUS, OMpeeiIeHHbIe Kackaabl (HochHOpUIUPOBAHUS WIH B BHUIE
W3MEHEHHS TPAHCKPUIIIMOHHON aKTUBHOCTH T€HOB-MUIIICHEH.

CeHcopbl KaJbliMsl YCIOBHO paszensitoT Ha ase rpymsl (Kudla et al., 2010; Sanders et
al., 2002): «OydepHbIie» OelIKH, KOTOPHIE MPETEePIEBaAOT KOH(OOPMAITMOHHBIE U3MEHEHUS B
pe3yabTaTe CBA3BIBAHUS C HOHAMH KaJIbIIHS, HO JIMIICHBI IPYTuX 3()PEKTOPHBIX JTOMECHOB,
U OenmKu-«IepeIaTdynuKm», KOTOphIe, TOMHMO BOCTPHUSTHS KaJbIIMEBOTO CHUTHAA,

CHOCOOHBI BBIMOJHATH PETYJIATOPHYIO (YHKLIMIO Ojarogaps HaJU4MIO COOCTBEHHOMU
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(dbepMEeHTaTUBHON akTUBHOCTH. B mepByro rpymmy oTHOCIT KaimbmonyiauH (CaM),
KaJbMoAyMH-T1o100HbIe (CML) u kansiuitnelipun-B-nono6usie (CBL) 6enku, KoTophie
U3MCHSIOT AaKTUBHOCTh O€IKOB-MHINICHEH «HIDKE TI0O TEYCHHIO». BTopas rpymma
oObeauHsieT Kanbpiui-3aBucumeie (CDPK), xansmonmynuH-3aBucumbie (CaMK) u CBL-

B3aumoJierictpytonue (CIPK) nporenHkuHasbl.

1.6.2. Kaabumii-cBsi3bIBaloniue 0eJaxu

Kanomooynun u kanomooynun-noooouvte 6enku. KaabMOIynWHBI W TMOJIOOHBIC
OEJIKM coJepKaT BBICOKOKOHCEPBATUBHBIM MOTHUB THINA «CIHPAIb-NETISA-CIUPAIIbY,
cocrosimuid w3 29 a.0., JBEHaaUaTh M3 KOTOPBIX OTBEYalOT 3a OOpa3oBaHUE
KOOPJIMHAIIMOHHBIX CBSI3eM ¢ MOHOM Kanblius (PucyHOK 5). DTOT MOTHB TaKke MOIYYHII
obo3nauenne «EF-pyka». ['erom A.thaliana cogepxwur, mo Menwiieir mepe, 250 reHoB
npeacTaBuTeNel  cymepcemeiictBa, coaepxkamux «EF-pyky» (Day et al., 2002).
BapuabenbHOCTh Opranusanuu U cTpykTypbl « EF-pyk» B KalbLMii-CBA3BIBAIOIINX O€JIKax
OYCHb BBICOKA, Pa3INUHbIe KOMOMHAIIUU U3 4 U3BECTHBIX CTPYKTYP MOTHUBOB (hOPMUPYIOT,
KaK MUHUMYM, 9 TpyNn OTIWYAIONIUXCS, B TOM YHCIIE, U 10 (PYHKIIMOHATBLHON aKTUBHOCTHU
(La Verde et al., 2018). KomnuectBo Ca?*-CBS3BIBAIOIIMX MOTHBOB B O€JIKE MOMKET

BappupoBaTh OT 1 110 6 (kak nmpaBuio, 4 y CaM, ot 1 1o 6 —y CML, 3 —y CBL).

Inobynapane goMeHH

Pucynok 5 — TpexmepHas MOJelIb KaHOHHYECKOW CTPYKTYphl EF-«pykm» (A).
Kanemonynun B «3akpeitoit» (B) u «otkpeitoin» (B) popmax (La Verde et al., 2018; Luan
et al., 2002).
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Knaccudukanus OelKOB 3TOro CymepceMeincTBa OCHOBaHA Ha TOMOJIOTHH
AMHHOKHUCJIOTHBIX TIOCJIe0BaTebHOCTEH: Tak, y A. thaliana k kaibMoaynTuHaM OTHOCST
O€JIKY, UICHTUYHBIEC MTPEJACTABUTENSIM JKUBOTHBIX U APYr Apyry Ha 95% u Oonee (CaM1—
CaM7), k KaabMOAYyIHH-TIOJOOHBIM — OenKu, Xapakrepusyromuecs S0—-75% roMonoruu ¢
CaM2 u obnanaromye COOTBETCTBYIOLIIMM THIIOM aKTUBHOCTH. Kpome Toro, HeKoTopbie
NPECTABUTENN TPYIIBl MOTYT UMETh JOTMOJHHUTEIbHBIC TIOMEHBI, HE XapaKTepHBIC IS
stoit rpynmbl (Luan et al., 2002).

V kanmemonyiauna Ca?*-CBA3BIBAIONIME CaiThl OOHAPYKUBAIOTCI B COCTABE JBYX
rJI00YJISIPHBIX TOMEHOB, KaKJbI U3 KOTOPBIX COAECPKUT MO nmape MOTUBOB. CBSI3bIBAHUE C
KaJbI[UEM MPHUBOJIUT K M3MEHEHHIO KOH(POpMalMU JOMEHOB: T'HApo(OOHBII ydacTOK B
COCTaBe KaXJIOTO M3 JOMEHOB JKCIIOHUPYETCS HapyXky, OEJIOK MepexXOAUT B OTKPHITOE
COCTOSIHUE ¥ CTAHOBHUTCS JOCTYNHBIM JUIsl B3aUMOJCHCTBUS ¢ OeaKkaMu-IapTHEpamu
(Yamniuk and Vogel 2005). HecMoTpst Ha TO, YTO CBSI3bIBAHUE KaJIBIHS KaKIBIM W3
JIOMEHOB SIBJISIETCSI COOBITHEM HE3aBHCHMBIM, KOOTIEPAaTUBHOE M3MEHEHHE KOH(GOpMaIuu
00OMX JTOMEHOB SIBJSIETCS HEOOXOIMMBIM JUIsl Iepexoja Oelka B aKTUBHOE COCTOSIHHME
(Luan et al.,, 2002). ®opMupoBaHME KOHTAKTOB MEXIY KaIbMOAYJIMHOM H O€IKOM-
MUIIEHBIO TPOUCXOJUT, TJIABHBIM 00Opa3om, Omnarojaps HecnenudbuyHbiM Ban-nep-
BaanbcoBbIM CBs35IM, B (JOPMUPOBAHUU KOTOPHIX MPUHUMAIOT yU4aCTHE aMHHOKHUCIOTHBIC
octaTku TUAPOoPOOHBIX ydacTkoB Oenka. [IpumedarenbHO, YTO JaHHBIE KaJbI[MEBBIC
CEHCOPBI BBICOKOCEIEKTUBHBI K MOHaM Ca®’ jake NpU BBHICOKMX KOHIEHTPALMSX HOHOB
Mg?* u MoHoBaneHTHbIX kaTHoHOB (Falke et al., 1994; Luan et al., 2002).

M3BecTHO, UTO  OMNpeneieHHble OCOOEHHOCTHM  KaJbLUMEBOM  CHUTHAIM3ALUU
GopmupyroTCS, B TOM 4HMCie, 3a cd4eT orpanmueHus noctyma Ca®* B ompemeneHHble
kiaerounble  komnaptMeHThl (Rudd and Franklin-Tong, 2001). C npyroit cropoHsl,
peryynus TaKKe JTOCTHTaeTcsl 3a CYET KOMIApTMEHTAIM3AlMK KalblMi-CBI3bIBAIOIINX
oenkoB. Hampumep, B ciydae HEKOTOPHIX KaTbMOAYJIMHOB MPEHIIMPOBAHUE OMPEICISICT
MEMOpaHHYIO JIOKAJTU3aIMI0, B OTCYTCTBUE TaHHOW MOAU(PUKAIIMN OETOK HAKATTMBACTCS B

sape (Rodriguez-Concepcion et al., 1999; Dong et al., 2002).
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K Hacrosmemy MmomeHTy omnmcaHo Oosiee 100 OenkoB, B3aMMOJCHCTBYIOIIMX C
KaJIbMOJIYJIMHAMHM, U 3TOT CIHUCOK IpojospkaeT pactu (Ranty et al., 2006; Poovaiah et al.,
2013). YcnoBHo mumienn CaM pa3nenstoT Ha OENKH, OCYLIECTBISIOIINE TPAHCAYKIUIO
CUTHAJIOB (IMTPOTEUHKUHA3BI, TPAHCKPHUIIIIMOHHBIC (haKTOpbl) U OeNKU-3(PPeKTOphl (MOHHBIE
KaHAJIBI MEMOpaH W (EepPMEHTHI, HEMOCPEICTBEHHO YYACTBYIOIHE B (HHU3HOJOTHUECKHUX
peakuusix). Mumenn CaM u CML npeacrtaBieHbl LEIbIM CIEKTPOM MPOTEMHKHHA3,
Biimouast CaM-cBssbiBatonue (CBK), mutoren-aktuBupyembie npotennkunassl (MAPK),
Ca%-3aBucumele u poacrsennsle CDPK (CRK) mporennkunaser, Ca?-CaM-3aBucumMelie
(CCaMK), NAD-, auanuiariuiepoi-3aBUCUMbIE MPOTCHHKUHA3BI, a TaKKe LEbIA P
TpaHckpunimoHHbIX (akTopoB (WRKY, Hsf, AtMYB2, AtSR/CAMTA), G6enxku 1QD,
WOHHBIC KaHAJBI, PETYJIUPYEMbIe ITUKINYSCKUMH HYKJICOTHIAMH, W MHOTHE JpYyTHC
dbepmenTtsl (Poovaiah et al., 2013; Bergey et al., 2014). imes cTonbs MHUPOKUiA 1epedeHb
MapTHEPOB, KAIBMOIYJIMHBI U TIOJJOOHBIE UM OEJTKH y4acTBYIOT B (DOPMUPOBAHUH PEAKITAN
B OTBET Ha caMble pa3HOo00Opa3Hbie cTuMyJbl. Hanbomnee xoporno uccienoana pojib CaM u
CML B opmupoBaHUM YCTOMYMBOCTU PACTEHHUM K aOHOTHYECKUM cTpeccam (Zeng et al.,
2015). KanpMOayaMHbI BBIIOJHSIOT BAXKHYIO (DYHKUHIO B OCYUIECTBICHUH PACTUTEIBHO-
MUKpPOOHBIX B3aMMOJICUCTBUI M aKTUBAIMK peakiuu runepuyyBcTBuTenbHocTH (Cheval et
al., 2013; Zeng et al., 2015). Dxronuveckas skcrpeccus reHoB CaM MoxeT 3amyckarb
3alIUTHBIE PEaKIUW, aKTUBUPYEMbIC TP aTake MAaTOTCHOB, JaK€ B OTCYTCTBHE KaKHX-
au60 smucutopoB (Heo et al., 1999).

Kansyuiineiipun-B-noooonvie  6eaxku. B omimume  OT  KalbMOAYJIMHOB,
KanpluiiHepuH-B-nogo0ueie 6enkn (CBL) oOHapyskeHbI TONBKO Yy BBICIIUX PACTEHUUN
(Luan et al., 2002). IlpeacraBuTenu OaHHOTO ceMeHCTBa OOHAPYKUBAIOT BBICOKYIO
TOMOJIOTHIO C PETYJIATOPHOW CyOBbeAMHMIICH KalblUuiHeWpuHa apoxokedl — (ocdarazoit
PPP3C, obecneunBarorieit yctonuuBocTh K 3acosieHuto (Kudla et al., 1999). B pesynbrarte
aHaym3a 38 BUIOB pacTeHuil naeHTHUIMpoBaHsl oT 2 1o 14 renoB CBL (Mohanta et al.,
2015). B apabugoncuce oOHapy:KeHbl, 10 KpaiiHeil Mepe, 10 reHoB, KoTopsie 00IaAaroT

CXO0XXUMU CTPYKTYpPHOU opraHuzanueit u pasmepom. [1o700HO KameMoayIMuHAM, 3TH OCIKU
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Taxxke cogepxkar 4 Ca®*-cBA3BIBAIOIIUX caliTa B CBOEM COCTaBe, HEBEIUKM 110 PasMepy U
OpraHU30BaHbl B BUJE JBYX IJIOOYJISIPHBIX JIOMEHOB, COCAMHEHHBIX KOPOTKUM JIMHKEPOM
(Batistic and Kudla, 2009). MexaHu3M aKTHBAI[UU II0CJIIE CBS3bIBAHUS C MOHAMHM KaJIbIIUS
aHAJIOTMYEH TAKOBOMY Y KaJIbMOJYJIMHOB, HO OCJIKM 3TOM IrpyMIibl UMEIOT HEOJIUHAKOBYIO
apduHHOCTD M cnenmduaHoCcTh K Kanbiuio (Nagae et al., 2003; Sanchez-Barrena et al.,
2005). He Bce  «EF-pyku»  comepkaT  KaHOHUYECKHME  aMUHOKHUCIOTHBIC
TI0CNIEOBATENLHOCTH, HEOOXOAUMEIE Ul yAep:kuBanus uoHOB Ca?', mosToMy 4Ymcio
(GYHKIIMOHATBHBIX CAaiTOB MOXKET BapbUpOBaTh Ui naxe orcyTrcTBoBath (Kolukisaoglu et
al., 2004). He cumtas xoHCepBaTHBHBIX ydacTkoB, (popmupyromux «EF-pyku», CBL He
OOHapyXUBAIOT 3HAYUTEIBHOTO CXOJACTBA C aMHUHOKUCJIOTHBIMU IOCJIENOBATEIbHOCTAMHU
KaJIbMOAYJIMHOB. Takke B UX cocTaBe OOHAPY>KMBAETCS BBICOKOKOHCepBaTUBHbIN PFPF
JIOMEH, KOTOPBIN SIBJIAETCSI MUILIEHBIO 11 (hochopriinpoBaHus OeKaMu-TIapTHEPAMH.

Ha ocnoBe ctpoenust N-tepmuHanbHOl oOnactu Oenku CBL mompasnensior Ha 3
TPYIIBL: y MEpPBOM TPyNIbl OHA OTHOCUTEIBHO KOPOTKAash M HMMEET CAWThl JIMIHJIHBIX
MOAU(UKAIINM, BTOpasi COJAEPKUT CUTHAJIBHYIO MOCJIEI0BATEILHOCTD ISl JIOKAJIU3AIUU B
TOHOIUIACTE, MPEICTABUTENIM TPEThEH TIPYNIbl COAEPXKAT TPAHCMEMOpaHHYIO CHUpPAJIb
(Batistic et al., 2008; Kim et al., 2007; Kleist et al., 2014). Hekotopbie npeactaBuTenn
CBL copepxat caidtel 1jsi N-MUpUCTOMIMPOBaHUS M mnajibmuTomsvpoBanus (Li et al.,
2009; Mohanta et al., 2015). Hanpumep, MUPUCTOMIMPOBAHUE WM S-allUJIUPOBAHUE
MOXET HAmpaBliATh MX B MIa3mMaTuueckyro MemOpany (Cheong et al., 2007) wmum
MeMOpaHbl MUKPOCOM, YTO OKa3bIBAET BIMSHUE U HA UX Onosiorndeckue ¢pyHkuuu (Ishitani
et al., 2000).

B ornmmume ot kanmpMoayiuHoB, Oenku CBL umMeoT He TakoW WIMPOKUN Kpyr
NapTHEPOB, B3aUMOJECUCTBYSI C OTPAaHMYEHHBIM KPYrOM MpEICTaBUTENIEH MPOTEMHKUHA3.
Ot1o cemeirictBo CaM-3aBucumbix Ser/Thr mporennkunaz CIPK, koTopwsie OTHOCAT K
cemeiictBy SnRK3 (SNF1-related kinases 3 (sucrose non-fermenting-1-related Kkinases,
group 3; SnRK3)) BBuay ux Beicokoit romosoruu ¢ SNF1 mporenHkuHazoi aposxokeit (Shi

et al., 1999; Halfter et al., 2000). Kommiexc CBL-CIPK o6pa3syercst mpu MUKPOMOJISIPHBIX
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KoHIeHTpanusax Ca?’ ¥ CTUMyJIMpyeT KMHA3HYH aKTHBHOCTh B OTHOIIEHHH CyOCTPaToB,
JIOKaJIM30BaHHBIX B 00JlacTy Tia3Matuyeckor meMoOpansl (Batistic, Kudla, 2004; Gong et
al., 2004; D’Angelo et al., 2006). IlpencraBurenu cemeiictBa CBL d9yBCTBUTENBHBI K
MEXaHUYECKUM MOBPEXKICHUSIM, 00pab0oTKe aOCIM30BOM KHUCIOTOM, BO3JCHCTBUIO CBETA,
xonmoga u 3acyxu (Luan et al.,, 2002). BzaumogeiictBys ¢ CIPK, onm omocpemyror
bu3HOIOTHYECKHE peaKuy KIeTKH — 3akpbitue ycrbuil (Guo et al., 2002; Cheong et al.,
2007), xonTpons skcnpeccun reroB (Kim et al., 2003; Song et al., 2005) u nmoToka HOHOB
Na* (Xiong et al., 2002; Gong et al., 2004).

Ca?*-3asucumvie npomeunxunazsi. B coctaBe Ca’’-3aBUCHMBIX TPOTEUHKHMHA3
(CDPK/CPK) Boigensior N-TepMuHanbHbIA —goMeH, Ser/Thr KuHa3HbBIA — TOMEH,
AaBTOMHTUOUTOPHBINA 1 C-TepMHHAIBHBIN KAJIBMOIYJIMH-TIOA00HBIH JoMeHbl (PucyHOK 6).
[Tocnennuii opranuzoBan 4 «EF-pykamu», kotopeie ¢GopMHUpPYIOT JBE J0JU C
pasmuuaromeiica apdurHOCTBIO K MoHaM Ca?’, 4To MMeeT 3HAaYeHHWe Ui PEryJISnuu
akTuBHOCTH (epmeHToB (Rutschmann et al., 2002). B HeakTUBHOM COCTOSIHUU
KAaTaJIMTUYECKUN IIEHTP PepMeHTa 3a0I0KMPOBAH aBTOMHTUOUTOPHBIM JJOMEHOM, KOTOPBIN
COJICPKUT TICEBIOCYOCTPATHYI0 aMHHOKHCIOTHYIO mociienoBarenbHocTh (Harmon et al.,
1994). Cs3piBaHuME C MOHAMU KajblMsl MPUBOJUT K HAPYUIEHUIO B3aWMOJICUCTBUU H
BBICBOOOXKICHUIO TOCTEAHEr0 U3 akTuBHOro nentpa (Harper et al., 1994). B aktuBanuu
depmenTa HauOosbliee 3HaueHue umeroT «EF-pykw», pacnonoxeHHble Onmxe K N-
TepmuHaibHOM obOnactu (Wernimont et al., 2010). Pasnuuume B aMHUHOKHCIOTHBIX
MOCIIEIOBATEIBHOCTSX, BEPOSATHO, O0YCIABIMBAIOT HEOJAWHAKOBYIO UYyBCTBUTEIBHOCTH K
pa3NUYHBIM  KOHIIGHTpAIlMSM HOHOB Kalblldsd, MPOJEMOHCTPUPOBaHHYyI0O Ha 14
npencrasutenssx CDPK (Boudsocq et al., 2012). bonee Toro, mo HaOi0ACHUSIM aBTOPOB,
TH Pa3Iu4Yusl MOTYT TIPOSIBISTHCS B pe3yjbTare B3auMOJACUCTBUN (PEPMEHTOB C
pasnUYHBIMH CyOCTpaTaMd, 4YTO TMPEACTaBISET COOOM JOTOJHUTEIBHBIM ypPOBEHb
peryisiuu.  CTOMT OTMETUTH, 4TO HekoTtopele mnpexactaBurenn CDPK  okazanuce
HEBOCTIPUMMYMBHI K aKTUBAIIMU KaJiblIMeM, Toraa kak n3ogopma AtCPK25 apabugorncuca

BOBce He conepxana «kEF-pyk» (Boudsocq et al., 2012).
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B 1o Bpemst kak CDPK OblLiiu BBISIBJICHBI Y PACTEHUM U MPOCTEHIITNX, POJICTBEHHBIE
uMm CRK mnpencrasiensl Tonbko B pactenusx (Hrabak et al., 2003). B renome A. thaliana
obHapyxennl 34 mpencrasutens cemeiictea CDPK, dopmupyromux 4 punorenernueckue
noarpymnmnbl, a Takxke 8 mpencraButeneil CRK, opraHM3oBaHHBIX B JIOMOJHUTEIBHYIO
nonrpynmy (Hrabak et al., 2003). dunoreHeTnueckuil aHaan3a yCTaHOBUII, UTO CEMEMCTBA
CDPK u CRK npousonum ot obuiero npejaka B pesyJibrare cnusiaus resa CaM u CaM-
3aBUCUMOM MPOTEMHKUHA3BI, B PE3yJIbTaTe KOTOPOTO CTajla BO3MOXKHA MpsAMasi aKTUBALIUS
(dbepMeHTa HOHAMH KaJIbIIHs O€3 JOTIOTHATEIBHBIX OCIKOBBIX B3anMoaeicTBuii (Zhang and
Choi, 2001; Chen et al., 2017). B nporecce 3pomorun CRK yrpatunu 3Ty crnocoOHOCTH
u3-3a BeIpokaeHUs «EF-pyk», ollHako, HEKOTOphIE M3 HHMX COXPAaHWJIU CHOCOOHOCTH K
CaM-3aBucumoii aktuBaruu (Harper et al., 2004; Wang et al., 2004; Popescu et al., 2007).
K Ca?'-3aBuCHMBIM NPOTEMHKMHA3aM TaKke OTHOcCAT ceMeiictBo Ca’'/CaM-3aBHCHMBIX
npotennknHaz CCaMK, kotopsie He oOHapyxeHbl B A. thaliana u, BeposiTHO, ri1aBHBIM

o0pa3oM, y4acTBYIOT B (DOPMUPOBAHUM PACTUTEIHBHO-MUKPOOHOTO CUMOMO03a y 000O0BBIX

(Delormel and Boudsocq, 2019).
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Pucynok 6 — CtpykrypHas opranusanust Ca’*-3aBUCUMBIX IPOTEMHKMHA3 PACTEHUM
(Hrabak et al., 2003).
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Hexotopsie CDPK/CRK oka3anuchk crocoOHbl K aBTOo(ochopuiarnpoBaHuio in Vitro,
OJIHaKo, Ouosornyeckue (PyHKIUM 3T0ro 3¢dexkra moka He sicHbl. C OJHON CTOPOHBI,
aBTo(ochopumpoBanue iN Vitro oka3epiBajio BIWsSHUE HAa (PEPMEHTATHBHYIO aKTHBHOCTH
(Hegeman et al., 2006; Nemoto et al., 2011; Oh et al., 2012; Nemoto et al., 2015), ¢
JIPYTOM, — MHAKTUBAIMs OOHAPYKEHHBIX (pococaliToB B OJHUX Cydasx HE MPUBOAMIIA K
norepe aktuBHOCTH (Romeis et al., 2001), B apyrux — HaoOOpOT, MUMeJa HEraTUBHBIN
addexr (Matschi et al., 2013). IHTepecHO OTMETUTh, 4TO aBTO(dOCHOpUIUpOBaHUE, KaK
IpaBUJIO, HE 3aTPAaruBaeT aBTOMHIMOUTOPHBINA TOMEH, YaCTO CalThl OOHAPYKUBAKOTCS B N-
koHlleBoM u CaM-mogo0HOM JOMeHax, W craryc (ochopuiiMpoBaHusl ONpenessieT He
aKTUBHOCTb, HO JIOKQJIM3AIUI0, CyOCTpaTHYIO CHEHNU(PUYHOCTh U UYBCTBUTEIBHOCTH K
nonam kaimeiusa (Ito et al, 2017). Takwke CDPK/CRK Moryr ocyumecTBiirh
dbochopunupoBanue apyr apyra (Witte et al., 2010; Zhao et al., 2013).

Kpome dochopunupoanus, CDPK/CRK mnonaBep:keHbl peryisiiuu MOCPEICTBOM
B3aMMO/JIENCTBUH ¢ ceMercTBOM 0eakoB 14-3-3 u aunuaamu. Takue B3auMOIEHCTBHS, KaK
MpaBujIo, HE AaKTUBUPYIOT KUHA3bl HANPIMYIO, HO YCHUJIMBAIOT 3(P(HEKT, MTPOU3BOAUMbBIN
nonamu Ca?* (Dixit and Jayabaskaran, 2012). HekoTopble U3 HUX JIOKAlIU30BAaHBI B
[IUTOTIa3MAaTHYECKOM MeMOpaHe M MOTYT OMPENeisaTh JIOKATU3AIMNI0 HHIAMBUIYaTIbHBIX
n30(opM TPOTEMHKHHA3, TOTJA KaK APYTHE SBJSIOTCS BTOPUYHBIMH TOCPEAHUKAMH U
yuacTByloT B mnepenadye curHaia (Hou et al., 2016; Klimecka et al., 2011). Pa3ubie
n30()OpMBI  UyBCTBUTEIBHBI K OMNPEACICHHBIM JIMIHAaM, YTO MOXET OIpeaemsiTh
crenuGpUIHOCTh B MPOIIECCe Mepeiaun CUTHaia, OJIHaKo, caiThl B3aumoeictBus CDPK c
aunuaaMu 1oka He BeiaBieHBI (Harper et al., 1993; Szczegielniak et al., 2005; Dixit,
Jayabaskaran, 2012). benku 14-3-3, kotopele camu moryt ObITh cybctpatamu CDPK
(Swatek et al., 2014; Ormancey et al., 2017), kpome TOro, MOryT CTHUMYJHUPOBATh
(bepMEeHTATUBHYIO aKTUBHOCTh TOCIICTHUX O€30THOCUTEIHLHO YyBCTBUTEIBHOCTH K MOHAM
kanpius (Camoni et al., 1998; van Kleeff et al., 2018) u npegoTBpainars aerpamauio in
vivo (Lachaud et al., 2013).
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Dxkcnpeccus paznuuHbix u3opopm CDPK HeoanHakoBa B pa3HbIX OpraHax U TKaHAX:
HEKOTOpbIE OOHAPYKUBAIOTCS IOBCEMECTHO, JIpyrue — TKaHecnenupuyHsl. B mpoMmoTopax
reioB CDPK mpuCyTCTBYIOT CTpecc-4yBCTBHTENBHBIC CiS-PETYISTOPHBIC DJIEMEHTHI,
KOTOPBIE ONPEIETSAIOT UX BOCIPUUMYUBOCTD K CaMbIM pazHooOpa3HbIM ctuMysiaMm (Wan et
al., 2007). 3amurHas pons Ca®*-3aBHCHMBIX NPOTEMHKHMHA3 HEOJIHOKPATHO MOATBEPIKIEHA
Ha PacTEHUSX, IMOABEPIIINXCS a0HOTHYECKOMY cTpeccy pasiamuHou npupoasl (Wan et al.,
2007), Taxke yCTaHOBJICHa UX HEOOXOIUMOCTb g (POPMHUPOBAHUS HMMYHHUTETA MPH
BUPYCHOM, OakTepHaibHOM, rpuOHONM HMHEOEKIHMSIX W aTake HAceKOMbIX. MHorooOpasue
n30(hOpM, KaK U UX paclpeesieHue B pa3InyHbIX KOMIAPTMEHTaX KJIETKH, 00ECIIeUrnBalOT
y4acTHe KaJbIIM-3aBUCUMBIX OEJTKOB TMPAaKTUYECKH BO BCEX CHUTHAJIBHBIX MYTSX,
MIPEAOCTABIAL MHOXKECTBO BO3MOXKHOCTEM [UJII OCYLIECTBIICHHS TOHKOW HACTPOWKHU
3alIUTHBIX CUCTEM B PACTUTEIBHOM KJIETKE.

Jpyzue Ca**-ceazvisarougue denxu. Kpome 6enkos, conepxamux « EF-pyky», k Ca®*-
peryiupyeMbiM OTHOCAT Oenku ¢ C2 1oMeHamu, aHHEKCHHBbI W BWUIMHBL K mepBoi
rpynne otHocsAT docdonumnazsl C u D. @ochounozurun-crnenuduunas dochonumnaza C
conepkut kak «EF-pyky», Tak u C2 momeH s perymsiuu aktuBHoctu (Otterhag et
al., 2001). BBumy Jokanu3anuud (GEpMEHTOB JTaHHOTO THIA B [UTOIJIA3MaTHYCCKON
MeMOpaHe WX CTpeccC-MHAyIMpyeMas aKTHBAIMs TOJA BIUSHUEM HHO3UTON-3-(ocdara
MOJKET TPUBOAWTH K KaCKaJHOMY YBEJIMYCHHIO KOHIIEHTPAIMHA KaJbIMs B IUTO30JIE.
Paznuunsie uzodpopmel dochonumnaser D takxke comepxkat C2 momen (Reddy and Reddy,
2004).

AHHEKCHHBI, KOTOpbI€ CBS3bIBAIOT (OCPOIUMNUABI, TAKKE OTHOCAT K KaJbIUii-
perynupyeMbiM Oenkam. B renome apaOumoricuca oOHapy>KeHbI 8 T€HOB aHHEKCHHOB,
KOTOpBIC aKTUBHPYIOTCS B OTBET Ha 3acyXy, M3MEHEHHUE TEeMIIepaTyphl U yBEIMUYCHHUE
conenoctu (Cantero et al., 2006). Mytantsl A. thaliana mo remam AnnAtl u AnnA4
MPOSIBIISIIA  UYBCTBUTEJIBHOCTh K OCMOTHYECKOMY CTpeccy U 00paboTke alCIu30BOM

kucinoroi (Lee et al., 2004).
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BuinuHel — aKTUH-CBSI3bIBAIOIIME OEJIKH IUTOCKEIETa, KOTOPBIE PETYIUPYIOT
MOJIMMEPU3AINI0 aKTUHA. BUWIITMHBI CUMTAIOTCS TJIaBHBIMH PETYJSATOPAMH AKTHHOBBIX
dbunameHToB, oOecreunBas UX HyKJIeaIuio, KIMMUpoBaHue, COOpKy u pazdoopky. Hampumep,
OJIHU BUJUIMHBI MOTYT BBI3bIBAaTh YCTOMYMBOCTh K JACHCTBHUIO ACTOTUMEPHUIYIOLIUX OCIKOB
(Huang et al., 2005), Torga kak Apyrue MOTYT HHHUIIMHPOBATh Pa30OPKy aKTHHOBBIX
(buIaMEeHTOB B MPUCYTCTBUH MUKPOMOJISIPHBIX KOHIIEHTparnuii moHoB Kaibius (Khurana et
al., 2010; Zhang et al., 2010). B pacTeHus1X OHM HaKaIUIMBAIOTCS BO MHOTHX THIaX TKaHEH,

YTO YKa3bIBAET HA UX BAXKHYIO PETYJSITOPHYIO POJIb.

1.6.3. Kaabumii-cBsizpiBaloniue 0eJJKM Kak HHCTPYMEHT reHeTH4YeCKO
UHKEHEPHH pacTeHU

Cpenn amanTallMOHHBIX MEXaHWU3MOB, PETYJIHPYEMBIX KaJbIIUH-CBA3BIBAOIIAMHU
Oenkamu, BBIJICTISIIOT aKTUBAIIMIO dKCIIPECCHH MOo3aHUX MapkepoB cTpecca (Cheong et al.,
2003; Cheong et al., 2010), cuctem yTuin3anuu akTUBHbIX (GopM Kuciaopoaa (Asano et al.,
2012a; Bundo and Coca, 2017) u ypoBHS IepeKUCHOro okuciaeHus JmmuaoB (Campo et al.,
2014), perynsuuto pabotsl TpancmoptepoB noHoB (Cheong et al., 2007; Thoday-Kennedy
et al., 2015). OauH W3 HEHTPAIBHBIX WICHOB cemeiicTBa, n3odopma CBL1, B BbICOKOM
CTETICHU WHIYIIUPYETCS MHOKECTBEHHBIMH CTPECCOBBIMU CHUTHAJIAMH, BKJIIOYas 3acyXy,
XO0JI0/, 3acolieHue, u3MeHenue cojaepxkanus monoB K* (Li et al., 2009). Teoperuueckw,
coBMecTHO ¢ Oenkamu cemeiictBa CIPK, onu wMoryr oOpa3oBeiBath Oosee 250
koMmOuHaruit CBL/CIPK, koTopble 00ecrieunBaroT aKTUBAIIMIO TEHOB CTPECCOBOTO OTBETA,
PEryJIMpyIOT MOHHBIM ToMeocTa3 U 00eCleUrBalOT CBOEBpeMeHHY0 yTmn3annio ADOK B
X0/le 3aluTHBIX peakuuil. CBepxdskcnpeccusi reHoB cemeiictBa CBL mpuBoguT K
YBEITUYCHUIO YCTOWYMBOCTH K aOMOTHMYECKUM cTpeccam. Hampumep, KOHCTUTYTHUBHAS
skcpeccusi CBL5 obOecneumBana yCTOWYMBOCTH K 3acyXe M 3aCOJICHUIO, TaKkKe
crumynupys Hakorienne MPHK tpanckpuntoB RD29A/COR78, RD29B, RAB8 u DREB2A
(Cheong et al., 2010).
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Anamu3 ¢yukiuii CIPK GenkoB puca mokaszan, uto 20 u3 30 4wieHOB cemelcTBa
OKa3aJIMCh YyBCTBUTEIBHBIMU, 10 MEHbIIIEH Mepe, K OJJHOMY U3 HCCIIEIOBAHHBIX (PAaKTOPOB
aOMOTUYECKOTO CTpecca, BKIIOUAs 3aCyXy, 3aCOJICHHE, XOJIOA W 00paboTKy alCIu30BOH
KUCIIOTOW. HakomieHHble [aHHbIE TO3BOJIIIOT YTBEpPXKIaTh, YTO TIeTEPOJIOTUYHAS
skcmpeccus reHoB cemeiictBa CIPK obecrnieunBaeT yCcTOWYMBOCTD, TTIABHBIM 00pa3zoM, K
3acyxe u coieBomy crpeccy (Lu et al., 2020; Lu et al., 2021; Ma et al., 2021).

KanbMo 1y iuHbI ¥ KaIbMOAYIMH-TIOIOOHBIE OCJIKK yYacTBYIOT B 3alIIUTHOM OTBETE Ha
MHOKECTBO CTPECCOBBIX (DAaKTOPOB, BKIIOYAs TOBBIIICHHYIO TeMIepaTypy H XOJOJ,
3aCOJICHHE, 3aCyXy U 00pabOTKy aOCIIM30BOM KMCIOTOM, OKUCIUTEILHBIN U OCMOTHYCCKUN
CTpEcChl, MPUCYTCTBUE HMOHOB TSHKENBIX METaUIOB W maroreHoB (Zeng et al., 2015).
Caepxakcnpeccust reHoB CaM oOecrnieurBaeT MOSIBICHUE TEPMOTOJIEPAHTHOCTH, KOTOPOE
COMPOBOXKJIA€TCS aKTUBAIlMEH TeHOB OEJKOB, OTBEHArONIMX Ha TemioBoil crpecc (HSP,
HSF) naxe B orcyrcrBue nossiiieHusa temneparypsl (Wu et al., 2012). IlpumeuatensHo,
9TO CBepxdkcmpeccuss reHa CaM3 Takxke BbI3bIBaeT mnofaBieHne reHoB COR,
aKTUBHpPYEMBIX B OTBeT Ha xosojoBoit ctpecc (Townley, Knight, 2002). Onnoit u3
OTJIMYUTENBbHBIX OCOOEHHOCTEN KalbMOAYJIMHOB U MNOJOOHBIX UM O€JIKOB SIBISIETCS
CIIOCOOHOCTh K CBsI3bIBaHHIO ¢ Oonee uyem 90 mpeACTaBUTEISIMH  CEMEHCTB
TPAaHCKPUIILIMOHHBIX (PAKTOPOB, KOTOPHIE COJEpPKAT B CBOEW CTPYKTYpE JAOMEH MJid
CBsI3bIBaHMS C KanbMmoayanHoM (Reddy et al., 2011).

[Tokazano, uro CDPK Taxke ydacTBylOT B (POPMUpPOBAaHHUU YCTOMYMBOCTU K
a0MOTUYECKOMY CTPECCY Y pa3JIMYHBIX PACTEHH, U 3TH OE€JIKM OCOOEHHO XOpOIIO
oxapakrtepusoBanbl y A. thaliana. Pactenus, nmocrosiHHo 3kcnpeccupyromne reabl CDPK,
MIPOSIBJISUIN TTOBBIICHHYIO YCTOMYHBOCTH K (haKTOpaM OMOTHYECKOTO CTpecca, Halmpumep, K
pucoBomy rpubky (Asano et al., 2012a; Bundo et al., 2016) u O6ypoil rHHIM KapTOdes
(Shen et al., 2016). Ognako B HEKOTOPHIX cirydasx cBepxdkcnpeccuss CDPK mpuBoamna
obpatHoMy 3¢ @deKkTy, BbI3bIBasi BO3HUKHOBEHHE THIIEPUYBCTBUTEIBHOCTH K (DakTOpam
adbuotrueckoro crpecca (Choi et al., 2005; Ma and Wu, 2007). Beuto ycTaHOBJIEHO, YTO

CDPK y4acTBYIOT B CHTHaJbHBIX myTsax ¢uroropmonoB (Xu and Huang, 2017).
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VYcranosneHo, uto CPKI12 sBnsercs HeEraTuBHBIM PETYJSTOPOM CHUTHAJIBHOTO MYTH
abcimzoBoit kucioTel (Zhao et al.,, 2011). Hoxmayn wuzodopmel ¢ momormisio PHK-
uHTep(EepeHIINK BBI3bIBAJI TUIEPUYBCTBUTEIBLHOCTh K a0CIIM30BON KUCJIOTE U M3MEHEHHE
YPOBHSI 3KCIPECCUU Psiia YYBCTBUTENBHBIX K 3TOM COEIMHEHUIO TeHOB. b0
noarBepxkaeHo B3zammopeiicteue CPKI12 um 2C docdarazer ABI2, compoBoxmaemoe
dbocdoprrpoBaHreM MOCIETHEH, a Takke TpaHCKpUMIUOHHBIX (akTopoB ABF1 u ABF4.
Nmerotcss mannbie o ponun CDPK B kadecTBe MO3UTUBHBIX PETYISTOPOB aOCIIM30BOTO
curHajgbHoro kackana (Zhu et al., 2007; Jiang et al., 2013). Hokayt uzopopm CPK4 u
CPK11 mpuBoauii K MOSBICHUIO XapaKTEPHBIX JUIs HEUYBCTBUTENBHBIX K aOCIM30BOM
KHUCJIOT€ MYTaHTOB ()EHOTUIIOB U TOHMKEHHUIO YCTOMUMBOCTH K 3acoyieHuto. Kpome Toro,
00paboTKa abCIMU30BOM KUCIOTOU cTUMYyJMpoBaia HakorieHue oenkoB CPK4 u CPK11 B
71030-3aBUCUMOM MaHepe, Torja KakKk caMH OHU MHIAYLHUPYIOT (GocpopuinpoBaHue
TpaHCKpUMIUOHHBIX (akTopel ABF1 um ABF4 in vitro, 4ro yka3plBaeT Ha WuX
perynaropuyio ¢yHkiuoo. KpoMe ydacTusi B CUTHAJIBHOM IyTH aOCIHM30BOM KHCIOTHI,
CDPK wurparT BaxkHyIO pojb B 00€CIEUEHUU TOJIEPAHTHOCTH K aOMOTHYECKOMY CTpPECCY
nocpeactsoM peryisiun conaepxanus ADOK. N3opopmer CDPK4 u CDPKS ctumynupyrot
aktuBHOCT HAJI®H-okcumaser mocpencrom dochopunupoanus (Kobayashi et al.,
2007). Taxxe uzopopmel CDPK4, 5, 6 u 11 4BnsitoTCSs NMO3UTHUBHBIMU PETYISTOPAMU
TPAHCKPUIIIIMOHHOTO ~ PEMpPOrpaMMHUPOBAHUS  PACTUTEIHHONM KIETKM B OTBET Ha
npucyTCcTBHE (areJuimHa — OJHOTO U3 KJIIOYEBBIX MAaTOT€H-aCCOIMHPOBAHHBIX
MOJIEKYJISIpHBIX MarTepHOB (OT aHmi. pathogen associated molecular patterns, PAMPs)
(Boudsocq et al., 2010). Kpome TOr0, M3BECTHO O MepeceUeHUN CUTHAIBHBIX myTel ADK u
adcumsoBoii kucaotel (Kwak et al., 2003; Crizel et al., 2020). YcranoBieHo, 4TO IO
JeUCTBUEM a0CIUM30BOM KHUCIOTHI IPOUCXOAUT UHAYKIUS TpaHnckpuniuu renoB HAJIOH-
okcuaassl AtRbohD u AtRbohF u, xak ciencteue, Hakortenue AD®K, uto crumymupyer
3aKpbITHE YCTBMII, TOrja Kak aBoiHOW myrtanT atrbohD/F okaszancs He cmocobOeH k
rereparun ADOK 1 akTHBaMy KandblIMEBHIX KAHAIOB IUTOIJIA3MATUYECKON MeMOpaHbI B

npucytctBun abcrm3oBoii kuciaothl (Kwak et al., 2003). Takum oOpasom, peryssiius
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YPOBHA COACPKAHNA OCHOBHBIX KaJIBIlI/II\/i-CB}ISBIBaIOH_II/IX OeIKoB O6JIaI[a€T BBICOKHM
IIOTCHIOHAJIOM AJIsA CO3AaHUsA FCHCTI/I‘{CCKI/I-MOI[I/I(I)I/IHI/IPOBEIHHBIX paCTeHI/Iﬁ C IOBBIIIICHHOMN

YCTOMYMBOCTBIO K CTPECCAM Pa3IMYHON IPUPOIBI.

1.7. HAJI®H-okcuaa3Hasi CHTHAJIbHAsl CHCTEMA pacTeHui
1.7.1. HAJI®H-okcuaa3bl: CTPYKTYPa ¥ (PU3MKO-XUMHUYECKHe CBOICTBA
Oo6pazoBanne ADK Ha MOBEpXHOCTH KJIETKH SIBIISICTCS OJHON M3 Hambosee paHHUX
3alIUTHBIX Peakiuii B 0TBeT Ha HeOnaronpustHeie yciaous (Lamb and Dickson, 1997).
OpxnuM u3 Haubosee paHHUX COOBITUI IIPU 3TOM SIBIISICTCS] TE€HEpAIHsl CYyNepOKCH aHUOH-
panukanos (0O27) HAJI®H-okcugazamu miazManeMmbl. Y kMBOTHbIX HAJIOH-okcnaasel
MPEACTABICHbl MYJIbTU(EPMEHTHBIMU KOMILUIEKCAMH, B COCTaB KOTOPBIX BXOJAT
MEMOpPaHOCBSI3aHHBIM TUTOXPOM b558 M muTO30JBHBIC peryisaropHbie Oenku (Segal and

Phox i gp91PMOX | PacTuTeNnbHBIE

Abo, 1993). [IUTOXpOM COCTOUT U3 ABYX CYOBEAUHUIL — P22
HAJI®H-okcuaasel, Takke m3BectHbie kak RBOH (ot amrim. respiratory burst oxidase
homologs), sBasoTCa romonoramMu cyobeaunus gp9 1P (Keller et al., 1998; Sagi and
Fluhr, 2006). Kak sxuBoTHble, Tak u pactutenbubie HAJI®H-okcumassl comepkar
nuto3oabHble DAJI- 1 HAJI®H-cBs3p1Baromue qoMeHbl B C-KOHIIEBOM 00J1aCTH, a TaKKe
6 KOHCEpPBATHBHBIX TpaHCMeMOpaHHBIX JoMeHOB (PucyHok 7). JIBa W3 HHX — TpeTuil U
MATHIA — YYaCTBYIOT B (POPMHUPOBAHUU KEJIE30COAepKaIIMX TeMOB, 00pa3oBaHHbBIX 4 a.0.
(Torres et al., 1998). OcHoBHast GyHKLHS T€MOB — TPAHCIIOPT 3JIEKTPOHOB Yepe3 MEMOpaHy
K BHEKJIETOUHOMY akientopy kuciopoza (Lambeth et al., 2003). Ucnonb3yst IMTO301bHBIN
HAJI®H B kauectBe wuctoyHuka 3mekTpoHoB, HAJIDPH-okcuaassl KaTaau3upyroT
oOpa3oBaHUE CYNEPOKCH]] aHMOH-PaINKala U3 MOJICKYJIIPHOTO Kucioposa (YpaBaernue 1)
C TOCJIENYIOINM MpEBpalleCHHEeM B NEPEKHCh BOJOPOAAa B PE3yJbTAaTe€ CIOHTAHHOU
peakIiuyu ¢ BOAOW WIM C y4acTHEM JPyTrux (PepMEHTOB (CYNMEepOKCHIIUCMYTa3, OKcayiat

OKCHJia3, aMUHOKCH/Ia3 U TIEPOKCHUIA3):

20, +HAJI®H — 20,"+HAID*+H" (1).



NH,

NADPH NADP-

Pucynok 7 — Cxemarnueckas WUIIOCTpanus AOMEHHOM opranusaunun HAJIDOH-
okcuasel pactenuii (Suzuki et al., 2011).

B N-tepmunaneHoM  yuactke  pacturenbHblix — HAJIPH-okCmpmas — taxxke
oOHapyxuBatoT 18e «EF-pyku», uTo nenaet (epMEHT JOCTYIHBIM JJIsl NPAMON pErysiun
nonamu kanwius (Keller et al., 1998; Oda et al., 2010; Pucynok 7). AkTuBHOCTb pepMeHTa
TAaK)K€ MOXKET PEryJMpoBaThbCA IUTOIUIA3MaTHUYECKUMU Oenkamu, TakuMu kak CBL u
B3aumoneicteyommumu ¢ HuMu kuHazamu (CIPK), a Ttaike mampimu ['Tdazamu u

munuaamu memopas (Qu et al., 2017).

1.7.2. Peryasiuus aktuBaoctu HAJI®OH-okcunnas
Honvl kanvyusa u npomeuHKuUHA3pl. YCTAHOBJIEHA TECHAs B3aUMOCBSA3b MEXIY
RBOH-3aBucumoii renepamueit A®K u romeocrazoMm kanbius: Hanuuue EF-MOTHBOB,
YyBCTBUTEIBHBIX K HMOHAM KaJbIHs, OOECIEYMBACT MPSIMYI0 CTUMYJISIIHIO AKTUBHOCTU
depmenta (Gifford et al.,, 2007; Ogasawara et al, 2008). I'enepammsi ADK BbI3bIBacT
aKTHUBAILMIO KaJbLIMEBBIX KAHAJIOB, YTO, B CBOIO OYepe/b, IPUBOJUT K YCHIICHUIO CUTHAJa

(Ogasawara et al., 2008; Takeda et al., 2008). Kpome HenmocpeaCTBEHHOTO KOHTaKTa C
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RBOH, uurto30ibpHbIE TOTOKM Kajblius MOryT aktuBupoBaTh CDPK npoTtemHkuHa3bl,
KoTopbie (HochopHIIUPYIOT aMUHOKUCIIOTHBIE ocTaTku Ser N-koHneBoro yyactka RBOH,
aktuupys depment (Kobayashi et al., 2007; Kimura et al., 2012). UHTepecHO OTMETHUT,
YTO MPOTEUHKHWHA3BI MOTYT OKa3bIBaTh U MPOTUBOMOIOXKHBIN 3 dekT: Hanpumep, MAPKK
MKK3-3aBucumas akTuBallds MUTOTEH-aKTUBHpYeMoil mpoTenHkuHaszel & (MPKS)
NpUBOAMIA K MHTHOUpoBaHUIo dKcnpeccur AtRbohD mpu mMexaHMYecKuX MOBPEKICHUSIX
(Takahashi et al.,, 2011). AHaJlOrH4HBIM 00pa30M KaJIbIIUEBAsI PETYJSALUS MOXKET
ocyuiectBisaTees U yepe3 CCaMK. Hanpumep, OsDMI3 puca peryiampyer 3KCIPECCHUIO
renoB OsRbohB, OsRbohE u OsRbohl, a takxe mpoaykiuio nepekucu Bogopoaa (Shi et
al., 2012). Uurepecno ormetutsh CBL-3aBHCHMYI0 pOTEMHKUHA3Y 26, KOTOpasi 00ianaet
KOMIUIEKCHBIM JeiicTBueM: cBsi3biBasich ¢ AtRBOHF, ona okaspiBaeT WHTHOMpYIOUIUit
abdext (Kimura et al., 2013), Torna kak B NPUCYTCTBUU KaJblUHHEHPUH-B-1m0100HBIX
ceHcopoB kanbuusg CBL1 u CBLY ocymectBasier ¢pochopuimpoBanue N-TepMUHAIBHOTO
y4acTKa, 4TO MPUBOJUT K aKTHUBalUuU (hepMeHTa u yBennueHuto cogepxxanus ADK (Drerup
etal., 2013).

Jlo cux mnop cyOcrpaTHas CHEUU(PUUHOCTE MHOTHUX HPOTEMHKHHA3 OCTAETCs
HEU3BECTHOM, OJJHAKO, B HEKOTOPBIX YACTHBIX CIydyasx ObUIM OINpeleseHbl CalThl-MHUILIEHU
st pochopunupoBanuss RBOH. Tak, docdopunupoBanue aMUHOKUCIOTHBIX OCTATKOB
Ser343/347 sensercs kputuuHbiM 1151 akTuBauu AtRbohD (Benschop et al., 2007; Niihse
et al., 2007), Ser82/87 — StRbohB (Kobayashi et al., 2007), a OST1 ¢ochopumupyer Serl3
u Serl74 AtRbohF, perynupys €€ akTMBHOCTb HpHu 3akpbiTHH ycTbull (Sirichandra et al.,
2009).

Rop/Rac 6enxu. B perynsuuu aktuBHoctu HAJIOH-okcnaaspl Takke NPUHUMAIOT
yuactue Rop Oenku — pacTUTelbHbIE TOMOJIOTH Rac OenkoB — IUTOIUIa3MaTHYECKUX
aktuBatopoB Nox (Wong et al., 2007), koTopbie BXOAST B cynepceMericTBo Manbix (20-30
k/la) ['Tda3 Ras (Kaur et al., 2014). AxtuBHocTh Rop OenkoB ompeaensieTcs ypoBHEM
dbochopunupoBanus: ['Td-cea3anHas ¢opma ¢epmenta sBisercs aktuBHou, ['JID-

cBs3aHHass — He akTuBHOW. Kondopmanuonusie u3MeHeHHs N-KOHIIEBOTO Yy4acTKa,
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ocymiectBisieMble CDPK, aenator RBOH noctynHoi#t nyis B3aumogeicteust ¢ Rop, Toraa
KaK yBEJIMYECHHE KOHIEHTPAIIMM Kajbl[Msi HETAaTUBHO CKa3bIBAE€TCS Ha CIOCOOHOCTU
npucoenunennss Rop k RBOH (Wong et al., 2007). Casa3bpiBaHue NpOUCXOIUT B N-
KOHIIEBOM ydacTke ¢ yudactueM EF-moTuBOB BONMM3M katanutuueckoro yuyactka RBOH,
YTO CTUMYJHUPYET akTUBHOCTH epmenta (Kaur et al., 2014).

/Jlpyeue pezynamopwi. KpoMe pacCMOTPEHHBIX BBIIIE HanOoJiee paciHpOCTPAHEHHBIX
THUIIOB PETYJISAIMH, Ha aKTUBHOCT, RDON MOTyT CyIliecTBEHHO BIMATH M Apyrue GpakTopbl.
Tak, n3BecTHsl IpuMepsbl, Korga pacturenbHble HAJIPH-okcuaassl akTMBHPOBAIUCH B
npucytctBun pocharuanoit kucnotel (Zhang et al., 2009), okcuna azota (NO) (Tewari et
al., 2008), AT® (Song et al., 2006) u mpu 00pabOTKEe KCaHTHMHOM/KCaHTHUHOKCH]Ia301
(Torres et al., 2005). PR-6enku cemerictBa 14-3-3, HampOTHB, OKa3bIBAlOT HETaTUBHOE
BiusHUE Ha akTuBHOCTH RBOH, cBs3wiBasch ¢ C-konieBbiM ydyacTkoMm (Elmayan and
Simon-Plas, 2007). Beissinena unrerpanbaas poinb MAPK-kuna3 B aktuBanuu HAJIOH-
OKCHJIa3HOTO CUTHAJIBHOTO IMyTH MOJ JeHCTBUEM aOCIU30BOM KUCIOTH (Asai et al., 2008;
Lin et al., 2009) u 6paccunocrepounnoB (Zhang et al., 2010; Zhu et al., 2013), a Takxke
BIIUSHUAC TTOCTTPAHCIAIMOHHBIX MOAU(UKANMK, B 9acTHOCTH, CyS-HUTPO3UIUPOBAHMS H
Tyr-autpoBaHusi, TJIyTATUOHUPOBAHUS W YOUKBUTHHUPOBAHMUS HA AaKTUBHOCTh U

nerpamanuto 3tux pepmentos (Chu-Puga et al., 2019; Lee et al., 2020).

1.7.3. ®usunosnoruveckas pojb pactureJbHbix HAJI®H-okcuaas

B pacrenusix HAJI®H-okcupaszsl NpeacTaBieHbl MYJIbTUTEHHBIMU CEMENCTBAMU
(Sagi and Fluhr, 2006; Hu et al., 2018; Yu et al., 2020). Haunyummm o6pa3om reus Rboh
OXapaKkTepHU30BaHbl y apaOHIoNCHUca — OHHU TOJYYHIH yciaoBHOe HasBanue AtRbohA-
AtRbohJ (Torres et al., 1998; Sagi and Fluhr, 2001). YcraHoBieHa TkaHecHnenu(GUIHOCTh
pacnpenenenuss TpanckpuntoB  AtRboh: AtRbohD wu  AtRbohF  nokamuzoBanbr
noBcemecTHO, AtRbOhA, B, C, G, | — npeobnanaror B kopusx, AtRbohB u AtRbohE — B
cemenax, AtRbohH u AtRbohJ — B meutenie (Chapman et al., 2019). Taxxke ObuH

obHapyxkeHbl Tomosioru AtRboh: 20 — y tabaka (Yu et al., 2020), 9 — B pacTeHusix puca
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(Groom et al., 1996; Yoshie et al., 2005; Wong et al., 2007), 8 — B Tomare (Li et al., 2015)

U 3TOT CIUCOK nponaoimkaet pacmmpsatees (Navathe et al., 2019; Cheng et al., 2020; Wang
et al., 2020). MHoroo0Opasue u TkaHecrenupuaHocth n3odpopm Rboh ceumerenscTByroT 0
noau(yHKIMOHAIbHOCTH pactuTenbHbix HAJIOH-okcngas. Yceranosieno, uro AtRbohC
perynupyet ¢popMupoBaHue KOpHEBBIX BoJockoB (Foreman et al., 2003; Monshausen et al.,
2007) n MmexaHo4gyBcTBHTEIHbHOCTE (Monshausen et al., 2009), NtRbohH u AtRbohl — pocr
nbLIbIEBOM TpyOKH (Potocky et al., 2007), a AtRbohB — co3peBanue (Ishibashi et al., 2010)
u npopactanue (Miiller et al., 2009) cemsiH.

Hakonnenne TtpanckpuntoB HAJI®H-okcuma3 npoUCXOOUT TMOJA — BIUSHHEM
HEOJIaronpHUsATHBIX YCIOBHH, TpUYeM OOHapy)keHa crenu(uIHOCTh dKcrpeccud Rboh k
pasznmmyHbIM ¢pakTopaMm. J[Be Hambosiee xopomro usydeHHble u30odopmbl — AtRbohD wu
AtRbohF — BeImONHSIOT, rIaBHBIM 00pa3oM, 3aIIUTHYI (QYHKIHIO IOIpH CTpeccax
Pa3IMYHOTO MPOUCXOXKICHUS, BKIIOYas MEXaHHUECKHUE MOBPEXKIACHHS, HU3KHE U BBHICOKHUE
temnepatypsl (Miller et al., 2009; Zhou et al., 2012), 3acyxy (Kwak et al., 2003),
3aconeHre (Ma et al., 2012) u araky matoreHoB (Torres et al., 2001). AtRbohD Ttaxke
HE0OXO0MMa /I CUCTEMHOI'O0 PAacHpOCTpaHEeHMs CUrHaja Mo TkaHsM pactenus: (Miller et
al., 2009). Tak, mpu 3apaxenunu A.thaliana mmecueBsiM rpubom poxa Alternaria,
AtRbohD, ¢ oaHOW CTOpPOHBI, AKTUBUPYET KJICTOUYHYH T'MOEnh B HWH(HIMPOBAHHBIX
KJIETKaX, C APYyroil — MHruOupyeT €€ B COCETHUX 3A0POBBIX KJIETKaX, MOHWXKAas YPOBECHb
caMImIoBoN kucioTel u stwieHa (Pogany et al., 2009). B cBsi3u ¢ BakHOU pOJIBIO
AtRbohD, sta m3odopma skcrnpeccupyeTcss MOBCEMECTHO, a MYyTallMd I'eHa MPUBOIAT K
orcyTcTBUIO TeHepanuu ADK u runepuyBcTBUTEIbHOCTH KieTok (Xie et al., 2011). bonee
toro, coBmecTHo ¢ AtRbohA—AtRbohC, AtRbohG u AtRbohl onu co3naroT BepTUKaIbHYO
OChb PACIPOCTPAHEHUS BOJIHBI OKHCIUTEIHLHOTO B3pbIBA OT OAHOW BEPXYIIKH TMoOera K
npyroit (Suzuki et al., 2011).

CpaBHutenbHOE HccienoBanne 3ammTHeIX ¢yHkimii HAJI®H-okcunas (TaRbohD u
TaRbohF) u nepokcuna3z (TaPrx103, 107, 108 u 112) npu 3apaxeHUH PacTEHHA MIICHULIBI

Triticum aestivum rpudom Puccinia triticina ycranoBmio, 4to faHHbie u3ohopmbl Rboh
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XapaKTEePU3yIOTCS KOMIUIEKCHBIM JICWCTBUEM U MOTYT BBITIOJIHATH Pa3Hbie (PYHKIIUU B JBY -
U OJHOAOJIbHBIX pacTeHusx (Dmochowska-Boguta et al.,, 2012). Mytanuu B reHax
AtRbohD u AtRbohF y apabunoricuca mpuBomst k momasneHuio pocta (Torres et al.,
2001), B To Bpems kak y ux romosioroB B Tomate — Wfil u LeRbohl — BeI3bIBatoT aeheKThI
mctheB H TUIoA0B (Sagi et al., 2004). Hokmayn HVRbDOhF2 B sumene Takke BBI3BIBAaET
aHOMaJIMM B CTPOCHHMH y B3pocibix pactenuid (Proels et al., 2010). Hokmayn OSRboOhA wu
OsRbohE mno3Bosmi onpenenTh UX KIYEeBOC y4acTHE B TeHEepaliy MePeKUCH BOJOPO/Ia,
HEOOXOMMMOW IS HMMMYHHOTO  OTBETa  NPOTHB  HECOBMECTUMOTO  IITaMMa
Acidovorax avenae Ha paHHHX M MMO3JHHX CTAIHIX 3apakeHusi, cooTBeTcTBeHHO (Yoshie et
al., 2005). CHmxenue oskcrpeccud StRDONA mnpuBoaMIO K TOTEpe CIOCOOHOCTH
BOCCTaHABJIMBATh TKAHU TOCJIC TIOBPEKIACHHH, a CAMU PAaCTCHHS OBLIM B OOJIBIIIEH CTEIIeHU
noaBepxkeHbl MUKpoOHbIM uMHpeknusM (Kumar et al.,, 2007; Razem, Bernards, 2003).
HccnenoBanust poar Rboh B pacturenpHO-pm3zoOnanbHOM cUMOMO3€ TMOKA3aiH, YTO
MtRbohA M. truncatula u PvRbohB P.vulgaris sBasiorcs HEOOXOAUMBIMH ISt
KOMMYHUKAIIUM MEXIY PAacTeHHUEM M MUKPOCUMOMOHTOM B KIIyO€HBKAX, a B YCIIOBHSIX
rurnokcun skcmpeccus rema MtRbOhA cuimbHO BO3pacTaiia, 4TO CBHIETENBCTBYET O €&
ceHcopHot ponm (Marino et al., 2011; Montiel et al., 2012). OxHako HecMOTpsS Ha
WHTCHCUBHBIC ucchenoBanus RDOh um ux yHKIMA, TOIBKO HEKOTOpPBIE H30(OPMBI
OXapaKTEepPU30BaHbI B JIOCTATOYHON Mepe, TorJa KaK MHOTHE JI0 CHX IOp OCTalTCs He

M3y4eHHBIMH 110 KoHIIa (Marino et al., 2011).

1.8. Poib akTUBHBIX (JOPM KHCJIOPOAA B CUTHAJIBLHON peryJ/isiuu
1.8.1. 'enepanusi akTUBHBIX GOPM KHUCJIOPO/JA B PACTUTEILHOIM KJIETKe
B pacTuTenpHON KIIETKE MHOTHME IIPOLIECCHI KU3HEAESATEIBHOCTH COIPOBOXKAAIOTCS
BO3MOKHBIM 00pa30BaHUEM aKTHUBHBIX (POPM KHUCIOPOAa — MPOU3BOJAHBIX MOJEKYISPHOIO
KHCJIOPO/a ¢ YPe3BbIYaliHO BBICOKOM peakinuoHHO# criocooHocThio (Yoshie et al., 2005).
OHU ABJISIOTCS NPOAYKTAMH HEMOJHOTO BOCCTAHOBJICHHSI KHCIOPOJAa OO BOJBI OJHUM,

ABYMA MM TPEMA OJICKTPOHAMH B PCE3YJILTATC CIIOHTAHHOI'O M (l)epMeHTaTI/IBHOFO
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OKHCJICHUS Pa3JInYHBIX CyOCTpaTOB, a TakkKe B PoToMHAyUpyeMbix peakiusx (Melchiorre
et al., 2009a).

Ha mnepBom »sTame B pe3yabTare 3axBaTa MoJeKyJiod kuciopoaa (Oz) omgHOTO
AJIEKTpPOHA 00Opa3yeTcsi CYNepoKCU]l aHUOH-pajuKkan (cynepokcuapanukain, O;”) win ero
npoToHupoBaHHas ¢opma — ruaponepokcui-paaukan (HO2'). IIpucoenunenue BTOporo
5JIEKTPOHA IPUBOJUT K 00pa3oBaHui0 Iepokcua-anuoHa (0,%), KOTOpBIA JIErKo
npoToHUpyeTcs ¢ oOpa3zoBanueM mnepekucu Boaopona (H2O2), a ¢ mpucoenuHenuem
TpeThero snekrpoHa monekyna O, pacmagaercs Ha momel O m O°. 3aBepmaromum
ATAlOM BOCCTAHOBJICHUS SIBJSETCS MPOTOHUPOBAHHWE HOBOOOPA30BABIIMXCS HOHOB C
dopmupoBanuem Monekynl H,O wu ruapokcmi-pamukana (HO'), cOOTBETCTBEHHO.
OTaenbHBIM COOBITHEM, MPOTEKAIOIIMM B XJIOPOIUIACTAX, SIBISETCA B3aWMOJEHCTBUE
kucaopona (Oz) u Bo30yXIEHHOTO CBETOM TPHUILIETHOrO XJjopoduiia ¢ oOpazoBaHHEM
cunraeTHoro kucaopona (102), KOTOPBIA ABIIETCS KOPOTKOKUBYIIEH, HO OYEHb OIACHOM
MOJIEKYJION JJIsi KOMIIOHEHTOB THJIAKOMJIHBIX MEMOpPaH M (POTOCHUHTETUYECKHUX SJIEKTPOH-
TpaHcnopTHeIX nemned (OTL). BaxHo oTMeTHUTh, YTO KIETOYHBIE MEMOpPAaHbI, OCOOEHHO
TUJIAKOUIOB, SBISIIOTCA OCHOBHBIMH MHIIEHSIMHU ADK U Jerko MMM MOBPEXKAAIOTCS B
HpoIIecCe TEPEKHUCHOTO OKUCIICHUS JIMIUAOB ¢ oOpa3oBaHueM ankokcuibHOro (RO),
munonepokcusibHoro (RO2") pagukanos u ruaponepekucu Junuaos (ROOH).

@OTOCUHTEZUPYIOIINE KIETKH SIBISAIOTCA aKTUBHBIMM npoxyneHtamu ADK.
OO6pazoBanue cynepokcuHoro paaukaia npoucxonut B ¢otocucreme [ (OC 1) (Kruk et
al., 2003) u II (®C II) (PospiSil, 2012) xnopomyiactoB, a Takke B psl€ PEaKLUM,
npoTekamImuXx B mepokcucomax (van Breusegem and Dat, 2006). dopmupoBanue
CYNEPOKCH]T paJiKaia MOXKET TaKKe MPOUCXOJUTh BHYTPH THJIAKOWIHOW MeMOpaHbl C
NOCJIEYIOUIEH TUCMyTaluen 10 MepeKucu BOAOPOJa KaK BHYTPH, TaK U BHE MeMOpaHbI
(Mubarakshina et al., 2006a, 2006b). MomHEIM HCTOYHHKOM CYIEPOKCHIPaIUKaTa TAKKE
BBICTyIIACT IUTa3MaiieMMa, e Jokanu3oBana HAJI®H-okcumasza (Sagi and, Fluhr, 2006;
Scandalios, 2002). B  muroxoHapusix  oOpa3oBanue O,  CONpsIKEHO €

dbynkuuonupoBanuem aeixarenbHot OTI[ Bo BHyTpeHHelt MemOpaHe H 3axXBaToOM
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a51ekTpoHOB ¢ reMoB (b u by) u cemuxunonoB B Qin-caiite (Moller, 2001). Cuwnraercs,
4TO JbIXaTeNbHas 1[eNh MUTOXOHIPUA MEeHee MOMIHBIN UCTOYHHK ADK 1Mo cpaBHEHHIO C
OTL[ xJOpOIIacToB, OJHAKO, B TEMHOTE WM B HE(OTOCHHTE3UPYIOUIUX TKAHIX
MHUTOXOHJIPHH MOT'YT ObITh I1aBHBIM HcTouHHKOM ADK (Sweetlove et al., 2002; Rhoads et
al., 2006). ITorenrmanbHbIMU HcToyHUKaMA ADK MOryT Takke CIyKUTh aMUHOOKCHIa3bI
(Cona et al., 2006), pnaBuH-comepKalIie OKCUAA3bl U HEKOTOpbIE Apyrue (epMEHTHBIC
cucrembl (Mhamdi and van Breusegem, 2018). B wuactHoctn, uctounukom A®DK B
aroIyiacTe SBISIOTCA CBSI3aHHBIE C KIJIETOYHOM CTeHKOM okcumaasbl (Dat et al., 2000),
nonuamuHokcuaasbl (Karkonen and Kuchitsu, 2014) u mepokcuaassl (Passardi et al.,
2004). [TocnenHue BHOCAT OCOOBIM BKJIAJ: MPOSBIISIS OKCHUAA3HYIO WM MEPOKCUIAZHYIO
aKTUBHOCTh B 3aBUCHUMOCTH OT 3HaueHMd pH oHEW cmocoOHBI 00pa3oBBIBATH
CYNEpOKCUIHBIN pauKall uiau nepekuch Bojoponaa (Blee et al., 2001; Mika et al., 2004).
3nmech ke, B amorJacte, MPOUCXOTUT MpeoOpa3oBaHUE CYIMEPOKCHIA B TEPEKUCH MPH
yuacTud BHeKJeTouHOH Cu/Zn-cymepokcuaaucMyTasbl U ackopbarnepokcunassl (Mittler,
2002). OcobenHo uHTeHCUBHO oOpazoBanue H»O, mpoucxoauT B NEpPOKCMCOMAaX B
pe3yJibTaTe peakiuii OKUCIICHHS ¢ ydacTueM ¢pepMeHToB riukonarokcuaassl (Nishimura et
al., 1983) u ¢aBUHOBBIX AETHAPOreHa3 (KCAaHTHMHOKCHA3a, allbJCTHAOKCHAa3a U JIp.)
(Yamazaki and Tolbert, 1970; Heupel and Heldt, 1994). IIponecchl pacnaga 3amacHbBIX
KUPOB U [-OKHCJICHHsI >KHPHBIX KHCIIOT, TMPOTEKAIOIIMNE B TJIMOKCHCOMAX, TaKXKe
COMpoBOXKIat0TCs oOpaszoBanueM mnepekucu (Cooper and Beevers, 1969). O6pa3oBanue
CaMOTO MOIITHOTO HM3BECTHOTO OKHCIIUTENS — THAPOKCHIBHOTO pajukaja — MPOUCXOIUT
TOJIBKO B pe3yJibTaTe HEPEPMEHTATUBHBIX PEAKIINI U yKe Ha (POHE JOCTATOYHO BBICOKOTO
COJIep KaHMsI TEPEKUCH B PACTUTEIBHBIX KJIETKax. B MpUCYTCTBUM MOHOB MEPEXOHBIX
MeTaIoB, Takux kak Meab (Cu®') m xeneso (Fe?', Fe®"), cymepokcuuHblii pagukan u
nepekruch MoryT Bcrymath B peaknun denrona (Ypasuenus 2 u 3) u ['abepa-Baiica
(YpaBuenue 4) ¢ 00pa3oBaHHEM TUAPOKCUII-PaJIHKAIa;
0," + Fe*® (Cu*?) — O, + Fe*? (Cu*) (2)
Fe*? (Cu*) + HO, — Fe*? (Cu*?) + HO" + HO® (3)
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O," + H,0, — HO® + HO + O, (4)
CrnenmyeT OTMETUTh, UTO, Kak u Bce pamukainsl, O, u HO', comepxar HecrmapeHHBIH
JIEKTPOH Ha BHEMIHEW JJIEKTPOHHOW 000J0YKe W CTpeMsATcs JuO0 BEpHYTh cebe
HEJIOCTAIONINIA AJIEKTPOH, JINOO OTAaTh JUIIHUN. [103TOMY TH MOJIEKYJIBI OYeHb AKTUBHBI
HECMOTpSI Ha TO, YTO SIBJISIOTCSI KOPOTKOKUBYIIUMH U HE CIIOCOOHBI TP GyHAUPOBATH OT
Mecta oOpaszoBanms. [lepekuch, HANPOTUB, SBIACTCS OTHOCHUTEIBHO CTAOMIBHON
MOJIEKYJIOH, U MOXET He TOJIbKO Au(PyHIUPOBaTh Ha 3HAYUTEIHHBIC PACCTOSIHHS, HO U
nepecekatb MeMOpaHbl dYepe3 KaHallbl, 0Opa30BaHHBIC AaKBANIOPUHAMU, BBITIOTHSS

curHasibHyto pynkmuro (Bienert et al., 2007).

1.8.2. CucreMa aHTHOKCHIAHTHOM 3a1IUTHI PACTUTEIbHON KJIeTKH

VYyactue A®K B 3alUTHBIX peakIUsAX pacTeHUsi OOIIEU3BECTHO, OJHAKO, HE
BBI3BIBAET COMHEHUH, UTO MX M30BITOUHOE HAKOIUICHHE B TEUCHUE JUTUTEIILHOTO BPEMEHU
MOXET MPHUBOJUTh K TOKCHYECKUM »Pdektam u rubenu kieTku. HakorieHHble K
HACTOSINIEMY BPEMEHHU SKCIICPUMEHTAIIBHBIE TAHHBIE YKA3bIBAKOT, YTO COCTOSIHUE CHUCTEM
netokcukanun ADK sBnasercs omHuUM U3 (PAKTOPOB, OMPEICISIONIUX YCTONYUBOCTD
pacTeHHid K cTpeccoBbIM BozieicTBusAM (Shigeoka and Shao, 2014). Jlns KOHTpods MX
CONIEp)KaHUsI B PACTUTEIBHBIX KIETKaX (PYHKIIMOHHPYET AaHTHUOKCHUIAHTHAs CHUCTEMA,
BKJIIOYAIOIIIAsi HU3KOMOJICKYJISIPHBIE aHTUOKCUIAHTBI U aHTUOKCUJAHTHBIE (DEPMEHTHI.

Huskomosieky/JIsipHble AHTHOKCHIAAHTBI. OCHOBHBIMU AHTHOKCHIAHTAMHU B BOJIHOMU
daze pacTUTENHHON KJIETKHU BBICTYNAIOT TIYTaTHOH M aCKOPOMHOBAsl KUCIOTA, KOTOPHIC
3AIIMINAKOT BEIIECTBA THAJOIUIA3Mbl M MAaTPUKCa MHTOXOHAPHM. OTHM BEIIECTBA
MepexXBaThIBAIOT CBOOOJHBIC paauKanbl, BoccTaHaBIuBalOT ADK u  mpomayKThl
OKUCIHUTENbHON Momudukanuu makpomosekyid. Cpenu BaKHBIX HHU3KOMOJICKYJISIPHBIX
aHTUOKCHUJIAHTOB, CHIKAOMUX ypoBeHbh ADK, ciemayeTr Takke OTMETHTh TOKO(EpOJIHI,
KapOTUHOMJIBI, MHOXXECTBO (DEHOJIBHBIX COCIUHECHHMM, TakuX Kak (IaBOHOWABI U

aHTOLIMAHBI, a TaKXe MPOJIMH U ruiuHOeTauH (Suzuki et al., 2012). TIpu 3TOM 0CMOAUTHI
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MOTYT TaK)K€ BBINOJIHATh (DYHKIHIO CTA0MIM3AaTOPOB CTPYKTYpbl OEJIKOB MpPH CTpecce
(Comparot et al., 2003).

AHTHOKCHAAHTHBIE (pepMenThl. B nerokcukanun ADK Taxke mpuHUMArOT y4acTue
BBICOKOMOJICKYJISIpHbIE  (DEpMEHTBI ~ aHTHOKCHUIAHTHOM  3alllUThl, CpEeId KOTOPBIX
BAXHEHUIIIYI0O pOJIb WIPAIOT CYNMEPOKCHAIMCMYTa3a, Karajasa, rpylna NEepoKCHIa3 Hu
dbepMeHTHI ackopOaT-TiyTatnoHoBoro 1ukiIa (Mittler, 2002; Gill and Tuteja, 2010).

Cynepokcuooucmymasza (COI, K 1.15.1.1) — meramiconepxaiune ¢GHepMEHTHI,
KOTOpbIE KaTaJU3UPYIOT CYMEPOKCHI aHUOH-PAJAMKAIOB J0 TEPEeKHCH BOAOpOJa H
MOJIEKYJIIPHOTO Kuciopoda. B pacteHusx mnpeactaBieHbl Tpu (QopMbl ¢depMeHTa —
Cu?*/Zn?*-, Fe?*- u Mn?*-conepsxanue. CpaBHEHHE JaHHBIX O JOKAIU3AIMU Pa3HbIX GOpM
CO/], mokaspIBaeT, 4To Haubolee M300MIBHOM B KIETKax pacTeHms spisercs Cu?*/Zn?-
COJl. Ona oOHapyXeHa BO BCEX BHYTPHUKJIETOYHBIX KOMIAPTMEHTAX: IIUTO30JIe
(Hernandez et al., 1993) mutoxonapusx (Kuzniak and Sktodowska, 2004), mepokcrcomax
(Corpas et al., 2001), xmopomnacrax u anomnacte (Ogawa et al., 1997). Mn?"-COJ]
npucytctByeT B mutoxoHApusax (Kuzniak et al., 2004) u nmepoxcucomax (Palma et al.,
1998), a Fe*-COJ] — B xmopomnacrax (Navari-Izzo et al.,, 1998) u uuromasme
KIIyO€HBKOB HEKOTOphIX 0000BBIX (Moran et al., 2003). Bce tpu (opmbl 0ObenuHSIET
oOmast GyHKIMS — JUCMYTAIMsI CYTIEPOKCUIHBIX paiuKaioB (ypaBHEHUS S U 6):

COJI-Me™ + O,~ — COJI-Me(™D* + O, (5)
COJ-Me™D* +0, + 2H" —-COJI-Me™ + H,0, (6)

B pesynabrare QepmentatuBHOM peakiuu, katanuzupyemon COJl, mpoucxoaut
oOpa3oBaHUE TEPEKHCH BOAOpOJa. B CBS3M C 3THUM BTOPHIM HEOOXOJAMMBIM 3BEHOM
AHTUOKCUJAHTHOM 3aIlllUThl PACTEHUMW SBISETCS Tpynmna (PEepMEHTOB, JHMKBUIUPYIOIIHX
MPOIYKT PEAKIIUU CYIEPOKCHITUCMYTA3.

Kamanaza (KAT; K® 1.11.1.6) — TerpamepHblii TeM-cojepkamuii (pepMeHT,
KOTOPBIH BCErja MPUCYTCTBYET B CHCTEMax, TJIE IMPOUCXOMAT IMPOMECCHl KICTOYHOTO
JBIXaHUS ¢ YYaCTHEM IIUTOXPOMOB, T.€. TaM, TJI€ B pe3yJIbTaTe BOCCTAHOBJICHHUS KUCIIOPOIa

oOpasyeTtcs nepekuch Bogopoaa (Bowler et al., 1992). V pactennii karanasbl cogepxkarcs,



66

IJIaBHBIM 00pa3oM, B mepokcucomax M rimokcucomax (Yamazaki and Tolbert, 1970).
Karanutuueckass akTHBHOCTH ()€pPMEHTa 3aKIIOYACTCS B PEAKIUU PA3TIOKEHUH MEPEKUCH
BOJIOPOJIa C BBIJICIICHUEM MOJIEKYJISIpHOTO Kucioposa (YpaBHeHue 7):

Fe®*-katanasza + 2 H,O, — Fe®*-karanaza + H,O + O, (7)

U x0T peakuus BOCCTAHOBIEHMS IIPOTEKAECT ¢ OYEHb OONbIIOM ckopocThio (k=107),
KaTajiaza UMEeT OYeHbh HU3KOE CPOJCTBO K CyOCTpaTy W HauMHAET padOTaTh TOJBKO TpU
JIOCTATOYHO BBICOKOM ¢€ conepkanun (Mohamed et al., 2003). B cBs3u ¢ 3TuM, a Takxke,
MOCKOJIPKY ~KaTaja3a MPaKTUYECKH OTCYTCTBYET B psle KOMIIAPTMEHTOB KJIETKH,
CYILIECTBYET HEOOXOAUMOCTh (PYHKIIMOHUPOBAHUS APYTUX (PEPMEHTOB, 3aJ€HCTBOBAHHBIX
B JICTOKCUKAIIMH MEPEKUCH BOJIOPOIA.

Depmenmul ackopoam-2nymamuoHo8020 yukia IPEICTABISIIOT co0oif
YHUBEPCAIbHYIO CHUCTEMY [UJIsl YTWIM3allMd TEPEeKUCH BOJOpoAa W OOHApY>KEHbI B
XJIOPOIIACTaX, MUTOXOHJIPUSX, IIUTO30JI€ U nepokcucomax (Jimenez et al., 1997; Noctor
and Foyer, 1998). Ackopbamnepoxcuoaza (All, K& 1.11.1.11) — mepBbIii 1 OCHOBHOM
dbepmeHT, 3anelcTBOBaHHBIM B BoccTaHoBieHnMn H»O, 10 BOJBI 3a CUET OKUCICHUS
ackopOata. Paznmuunbie nuzodopmsl hepMeHTa 0OHAPYKEHBI IOBCEMECTHO B KJIETKE, YaCTh
U3  HUX  accolMupoBaHa ¢  MeMOpaHOil  (TMJIAKOMJOB M TIEPOKCHCOM).
AckopOaTnepokcumga3a HEHTpaIu3yeT MEepeKUCh, KOTOpas HEAOCTYIHA ISl KaTajasbl,
MPUCYTCTBYIOIICH, TJIaBHBIM 00pa3oM, B MEPOKCHCOMAX, a, KpoMe TOro, EepMEHT UMeeT
BBICOKOE CPOJCTBO K cyOcTpary, 4To oOecrieunBaeT ero 3¢pGEeKTHBHOCTh JaXKe B OYCHBb
HU3KKX KoHIeHTpanusax (Melchiorre et al., 2009b). BoccraHoBieHHE POIYKTOB pEaKIUM
OCYILIECTBIISIOT (PEPMEHTBI pedykmasza Monooecudpoackopounosoti kuciomoer (MJI'AP;
K® 1.6.5.4) u pedykmaza oOezudpoacxkopdbunosou xuciomsi (JAUAP; KO 1.8.5.1) ¢
ucnonp3oBanueM HAJI®*H w  r1iyraThoHa, COOTBETCTBEHHO. 3aMBIKA€T — IUKII
enymamuonupedykmaza (I'P; KO 1.6.4.2), BoccTaHaBIMBAIOIIAsI OKUCICHHBIA TTyTaTHOH.
Crnegyer OTMETHTh, YTO MCTOIICHHE ITyjla acKOPOWHOBOW KHCJIOTHI B XJIOpOIUIACTaX M
WHAKTHBAIUS XJIOPOTUIACTHBIX TIEPOKCHUIA3 SBJISFOTCS OJJHUMHU M3 OCHOBHBIX OTPaHHYCHUN

abdexTuBHOCTH  (POTOCHMHTE3a B YCIOBHSIX CTpecca, IMOITOMY BOCCTAHOBIICHUE
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MOHOJIeTHApOoackopdbaT- W JeruapoackopOar-paaukaia  SBISIETCS — ONPEACIISIONIUM
daxropom nogaepxanus >pdexruBHoctr All (Ishikawa and Shigeoka, 2008).

CrnaxxeHHass paboTa aHTHOKCHJIAHTHOW CHCTEMBI MPEAYMPEKIACT MM YMEHbBIIAET
TEMIT TPOrPECCUPOBAHUS TMEPEKUCHOTO OKHUCJICHHS JIMIUIOB, HYKIEUHOBBIX KHCIOT U
oenkoB (Lander et al., 1997). Omnako HeoOX0oauMO O00E3BPEKMBAHWE U BTOPUYHBIX
MeTabomutoB. Jlnmsi 3TOro B KIETKax (YHKIUMOHHUPYET 2nymamuonmpancgepasa,
oOpazytomass GSH-koHbIOTaThl € TJIAaBHBIMU MPOJYKTaMHU OKHUCJICHHUS JUNUAOB — 4-
TUJPOKCUATIKEHATMHOM U 3noKcunamu. DopmanvoecuddecuopocenHasa W 2auoKcanasd,
UCIOJIB3YIOLINE TIYyTaTUOH B KadyecTBe KO(EpMEHTa, OKUCISIOT CBOM CYOCTpaThl [0
opranndeckux kuciotr (Suzuki et al., 1996). Kpome Toro, B pacTUTENIbHBIX TKaHIX
npucyTcTByer enymamuonnepokcuoaza (I'TIO; K® 1.11.1.9) — »stor depmeHt
HNOTEHLUATBHO MOKET MCIOJIb30BaTh IIIyTaTUOH ISl BOCCTAHOBJIEHUS Nepekucu. OHaKo
B PpACTUTENBbHON KIeTKe Moa00Has peakuus OO0 B MPHUHIUIE HEBO3MOXHA, JHOO
npotekaer ¢ Hu3kol 3¢dexrtuBHOCTRIO (Roxas et al., 2000). depMeHT UMEET HU3ZKOE
cpoactBo k HyO,, ero ¢yHKuMM u KOMIapTMEHTanu3auus u3ydeHsl Iu10xo. Ilo
UMEIOITUMCS JaHHBIM, TITyTaTHOHIIEPOKCUAA3bI JIOKATM30BAHbI B IIUTO30JI€, XJIOPOILIACTaX
u nepokcucomax (Eshdat et al., 1997).

Crout oTMETHUTB, 4TO AeTokcukaius ADPK npu yuyactun pepMeHTOB BO3MOXKHA, €CIIU
KOHCTaHTa CKOpPOCTH peakiuu cyoctpara ¢ ADK B pusnonoruueckux ycioBusix Huszkas. B
CBSI3M C OTUM OOE3BPEKUBAHUE TaKUX PEAKTUBHBIX MPOU3BOJHBIX KHUCIOpPOJa, Kak
CHUHTJICTHBI  KHUCJIOPOJ,  THIPONEPEKUCHBIA  pajuKall, THAPOKCWIpaAUKAl U
NEPOKCUHUTPUT HE HAXOIUTCS MOA (PepMEHTATUBHBIM KOHTPOJIEM, ITOCKOJIBKY KOHCTAHTHI
CKOPOCTH UX B3auMojeiicTBus odeHb BoicokH (k>10%) nns (epmeHTaTMBHOrO Karammsa
(Gechev et al., 2002). ®epMeHTHI-aHTUOKCUJIAHTHI KaTaJU3UPYIOT MPEUMYILECTBEHHO
peakuu JETOKCHMKALMU CYNEepOKCHAA W TEepeKUcH Bojopoaa. Tem He MeHee,
UCCIICIOBAaHUIO OCOOEHHOCTEH (PYHKIIMOHUPOBAHUS AHTUOKCHUIAHTHBIX (EPMEHTOB B
CTPECCOBBIX IJISl PAacCTEHUH YCJIOBHUSX TOCBSINEHO OOJBIIOE KOJIuuecTBO pador. Tak,

YCTaHOBJICHA aKTHBAIUsI HEKOTOPHIX (DEPMEHTOB aHTUOKCHUIAHTHOW CHCTEMBI TIPU HUZKUX
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(Baeka and Skinner, 2003) u Beicokux temreparypax (Rizhsky et al., 2002), B yciaoBusx

3aconenus (Harinasut et al., 2003; Srivastava et al., 2005; Gapinska et al., 2008) u B
NPUCYTCTBUU HMOHOB TsDKENbIX MetamwioB (Balestrasse et al., 2001; Cho and Seo, 2005).
Kpome Toro, yCTaHOBJICHO, YTO CBEPXIKCIPECCUSI TEHOB aHTUOKCHUIAHTHBIX (DEPMEHTOB —
cynepokcuamucmyTas (Badawi et al., 2004; Melchiorre et al., 2009b), karana3z (Mohamed
et al., 2003; Guan et al., 2009), ackopbarmepokcunas (Sarowar et al., 2005; Wang et al.,
2005) u npyrux (Melchiorre et al., 2009a; Roxas et al., 2000), a Takke «3aKaJIMBaHHE
MOCPEACTBOM YMEPEHHOTo OKHciIuTenbHOro crpecca (Gechev et al., 2002; Gao et al.,
2010) yBenwuMBaNIM aKTUBHOCTb AHTHOKCHUIAHTHBIX ()EPMEHTOB M, B pe3yJbTaTe,
YCTOMYMBOCTh PACTEHUH K PazIMYHBIM CTpeccaM, YTO MOJYEPKUBACT MX BAXKHYIO POJIb B

NPUOOPETEHUH PACTUTEILHOTO UMMYHHUTETA.

1.8.3. MexaHu3M nepeaayu CHTHAJIOB € y4acTHeM AaKTUBHBIX (OpM KHCI0pOIA

CranuonapHslii  BHYTPUKJIETOUHBIM  ypoBeHb A®DK,  mpoaonKATENBHOCTS,
JOKaNu3aluus W WHTEHCUBHOCTh CHTHaja pEryJUpyloTcs B KIETKaX IOCPEACTBOM
skcrpeccuu reHoma. B 1o xe Bpems ADK moryT ObITh camMu BOBIICUEHBI B PETYIISIUIO
skcnpeccuu reHoB (Suzuki et al., 2011).

JoxkazaHo, yTo nepBuYHbIMH ceHcopaMu ADK aBISOTCS penoKc-uyBCTBUTEIbHBIE
OCJIKK: 4Yepe3 HUX OCYIIECTBISIETCS AaibHeHIas nepenada curianoB k MAP-kuHa3zHbiM
KackaJlaMm W/Win K ¢akTopaMm TPAHCKPUIIIUHU, aKTUBUPYS CUCTEMY TPAHCIISIIIUU U CHUHTE3
HeoOxomumbix OenkoB (Pitzschke and Hirt, 2006; Pogson et al., 2008). Ilepemaya
uHpopmaruu Ha (HaKTOpbl PETYJSLUUA TPAHCKPUIIMU TaKKE MOXKET OCYIIECTBIIATHCS
JIPYyTUMU MyTSIMH, BKIto4as cuctemy ¢ochopunuposanus (Gupta and Luan, 2003; Rentel
et al., 2004), kanermeBsie kanaibl (Mori et al., 2004) u G-6enku (Joo et al., 2005). Tak,
OBLIO YCTAHOBJICHO, YTO TMEPEKUCh HAMPSMYIO BIMSET KaK Ha aKTUBHOCTh THUPO3UHOBBIX
nporeundocdaraz  (MHTHOUpPYET WX,  OKUCHSAA  CyJIb(OTUAPUIBHBIE  TPYMIBI
KaTaJIUTUYECKOTO IIEHTPa), TaK U TUPO3UHOBLIX MPOTEHUHKUHA3 (AKTUBUPYET UX, OKUCIISIS

SH-rpynmnsr) (Roxas et al., 2000). Kpome Toro, nepegada curHaiga MOKET OCYIIECTBISATHCS
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HalpsIMyl0  4epe3 OKHUCJIEHHE IMCTEMHOBBIX OCTAaTKOB  PEryJIATOPHBIX  OEIKOB
(Pfannschmidt et al., 2009).

OTnenbHBIM AaCIEKTOM SIBIISIETCS. HM3Yy4YEeHHE OCOOEHHOCTEH (YyHKIMOHUPOBAHUS
CUTHAJIBHBIX CHUCTEM B YCJOBHSX, KOTJa KJIETKH HAXOASATCA B COCTOSIHUM CTpecca, 4YTo
COIPOBOKJIAE€TCSI U3MEHEHHEM CoAepKaHus BHYTpUKIeTOUHbIX ADK n casurom pegoxc-
craryca. OcoOblli MHTEpEC BBI3BIBAIOT (DEPMEHTHI, OTBETCTBEHHBIC 3a reHeparuio ADK:
HAJI®H-okcunaza, mnporeunknHaza C ©u  (epMEHTh  KIETOYHOM  CTEHKH  —

OKCaJIaTOKCH/Ia3bl, TIEpOKCHIa3bl 1 aMuHookcH a3kl (Shaw and Long, 2003; Rubio et al.,

2004; Pauly et al., 2006).

1.8.4. ®u3nosoruyeckasi pojb B ;KU3HEAESITEIbHOCTH PaCTeHUIl

Bricokass peakiuonHas crnocoObHocth A®DK crocobHa NPUBOIUTH K OKHUCICHUIO
OOJBIIOr0 TMEepPeYHsT XUMUYECKUX TPYII, YTO COMPOBOXKAAECTCS MoauduKanuend uiu
Jerpaganuel OCKoB, pa3pylICHHEM JIUIHAI0B MEMOpaH W XJIOpoQuiUia, TOBPEKICHUEM
ctpykrypbl JIHK u nezoprannzanuei nurockesnera. BenencrBue nepeKMcHOro OKUCICHUS
JUNUAOB HApyIIatoTcs TUAPOGOOHOCTh U MPOHUIAEMOCTh JIUIUIHOTO OMCIOS, a TaKXKe
GYyHKIIMOHUPOBAHUE ACCOIMUPOBAHHBIX C HUM (epMEHTHBIX cucTeM. [lom meicTBuemM
A®K HMHAKTUBUPYIOTCS CTPYKTYpHBIC O€JIKH, O€JKH-KaHaJIbl U OCJIKU TPaHCIOPTEPHI,
KOTOpPBIE CTAHOBATCS MUINEHSIMH I CHEIUATBHBIX TMPOTEHHA3HBIX KOMILJIEKCOB,
OCYIIIECTBIAIONMX MX TojHyro aerpagamuio (Dat et al, 2000; Foyer and Noctor, 2005).
Cpenn wmmumieHeit, ocoOeHHO jerko mnoBpexaaembix ADK, Haxomarca QepMeHTHl u
(bepMEHTHBIE KOMIUIEKCHI, COJEPIKAINEe KEIC30CEPHBIE KIIaCTephl: MX KOHTAKT ¢ O u
H>0, mpoBommpyet peaknuun denroHa. OCoOEHHO OIMACHBIM SIBISETCS THUIPOKCUIBHBIN
paauKai, TMOCKOJBbKY OH HE TOJIbKO MHHUIIMUPYET pas3pylIeHHe MeMOpaH W Jerpajaiiuio
OCJIKOB, HO M pa3pylIaeT YIJIEBOJHBIC MOCTHKH MEXIY HYKIICOTHIAMH, BbI3bIBAs Pa3phbiB
nerneit JIHK u PHK, urto sBmsercs omuuM u3 (pakTopoB TPHUPOAHOTO MyTareHesa

(Dumanovi¢ et al., 2021; Mansoor et al., 2022).
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Honroe Bpems A®DK paccMarpuBaiM TOJBKO C TOYKH 3pPEHUS TIPOSBICHHS
JECTPYKTUBHOW (DYHKIIMH, OJTHAKO, 32 MOCIEIHUE TOJIbI HAKOIUICHO OOJIBIIOE KOJTHMYECTBO
DKCIIEPUMEHTAJBHBIX  JaHHBIX 00 WX 3HAYMTEIBHOM BKJIAJ€ B  PETYISIUIO
(U3HONIOTHYECKUX TPOIECCOB. YcTaHOBICHO yuactTne A®DK B akTuBammm peaxiui,
COIIPOBOXTAOIINX TIpoIiecchl pocta U auddepennupopku (Schopfer et al., 2002; Foreman
et al., 2003). Bwui0 yCTAaHOBIEHO, 4YTO OIpEICICHHAs KOHIEHTpAIHUS TMEPEeKUCH
HeoOXoauMa JUIsi WMHIAYKIUM KopHeoOpazoBanusi (Konieczny, 2014), comaruueckoro
smbOpuorenesa (Li et al., 2007, Agrawal and Purohit, 2012) u pereneparuu (Siminis et al.,
1994; Kairong, 1999). A®K yyacTByIOT B pa3BUTHH OPraHOB B3pocibiX pacteHuit (Liszkay
et al., 2004; Foreman et al., 2003) u perymupytoT mpoiiecchl mossipaoro pocra (Cardenas,
2009), zakpeitue ycrbuiy (Pei et al., 2000; An et al., 2008), cBeTOMHIYIIMPOBAaHHOE
nBwKkeHue xioporuiactoB (Maai et al., 2011) u amonro3 (Ishikawa et al., 2013), a taxxe

BBIMOJTHSIOT CUTHAIBHYIO (DYHKIMIO B HEOIArONPUATHBIX ISl pacTeHuid ycmoBusx (Levine

et al., 1994; Suzuki et al., 2012; Puppo et al., 2013).

1.8.5. PoJib akTUBHBIX ()OPM KHCJI0PO/JA NPH CTPeccax pa3jinuHoro
MPOUCXO0KACHUS

A®K urparot KIOUYEBYIO POJIb B Pa3BUTUU YCTOMUYMBOCTH Yy PACTEHUU K HIUPOKOMY
CHEKTpy OMOTHYECKUX U abUOTHYecKuX cTpecc-pakrtopoB. Cpend camblX MEPBBIX
Hecneun(pruecKX 3alllUTHBIX PEAKIUN pacTeHUd — ObICTpasi TPaH3UTOpHAs TeHepauus
ADK, wmu oxuciumensnoiii 63puie  (Yoshioka et al.,, 2008). B 3aBucumoctd oOT
KOHIIEHTpaluu U Mecta oOpazoBaHuss ADK MoryT okaspiBaTh TOKCHUYHOE JEHCTBUE U
BBI3BIBATh THOEIh PACTCHHS, WA BBINONHATh (YHKIMIO CUTHAIBHBIX MOJIEKYN U
CoCcOOCTBOBATh MpOLECCY aganTaluu. AKTHUBALUA PEAOKC-CUCTEM IUIa3MalleMMbl H
ycuiieHHoe oOpa3oBanue B anormiacte ADK sBisieTcss oqHOM U3 yHUBEPCAIBHBIX peaKui
PaCTUTENBHBIX KJIETOK Ha CTPECC, YTO TAKKE YKa3plBaeT Ha BaxHyr poiab APK B
npUOOpEeTeHNH YCTOMUYMBOCTH. [IpyM ATOM OKHCIHUTENBHBIN CTpecc SIBISETCS OOHUM U3

TJIaBHBIX (PAaKTOPOB CHMXKEHUS pocTa U ypoxaitnoctu (Chaki et al., 2020).
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I'enepauyus ADK npu abuomuueckux cmpeccax. OIHOU U3 BOKHEUIINX TPUYUH
MOBPEXJICHUNA OT Pa3IUYHBIX BHUJOB CTPECCOB SIBISETCS M30BITOYHOE OOpa3oBaHHE U
Hakorieane ADK (Suzuki et al., 2012). MHorokpatHoe yBeIHMUEHHE BHYTPHKJICTOYHBIX
A®K — cynepokcuja, IEpeKUCH U TUIPOKCHIBHOTO pajuKalia — XapakTepHas peakius
pacTeHusl B OTBET HA COJIEBOM CTPECC, TMIIOKCUIO 3aTOIUICHHE, a TAKXKE BO3JIEHCTBHE 030HA
(Apel and Hirt, 2004; Gill and Tuteja, 2010). I[IpuurHa AaHHOTO SBJICHHS CBsS3aHa C
aktuBareil A®K-renepupyommx ¢GepMEeHTOB W HHAKTUBALMEW aHTHOKCHUIAHTHBIX
dbepMeHTOB, TEPEBOCCTAaHOBIEHHOCTRI0O DTl MUTOXOHApPWIA W XJIOPOIUIACTOB, a TAKKe
croxactudeckue dS(POPEeKThl, NPUBOIANIME K B3aUMOACHCTBUIO C  MOJEKYJISIPHBIM
kuciopogoM (Dumanovi¢ et al., 2021). [lpu TermioBOM BO3AEUCTBUM B THJIAKOUAAX
IMPOUCXOJUT JECTA0MIN3AIMS TOTOKOB 3JIeKTpOHOB B DTLI, 4TO yBEIMUMBAET BEPOATHOCTH
croxactuyeckoro oopaszoanusi ADOK (De Ronde et al., 2004). B pe3ynbraTe aeicTBus
A®K MOXeT NpOoUCXOJIUTh YTHETEHHE BCEX NPOLECCOB KU3HEIEATEIbHOCTH U THOEIb
pacTUTENbHOr0 oprann3mMa. OgHaKO paCTEHHsI TAKKE MOTYT BBIIEPKATh U aAalTHPOBATHCA
K HeOmaronpusitHeIM ycioBusM. A®DK sBistoTcs HE0OXOIUMBIMU TMOCPEIHUKAMU B
npoleccax ajanTalyy: 4Yepe3 peryiumpylouiee aeicTBue aOCIM30BOM KHCIOThI OHHU
BBI3BIBAIOT 3AKPBITHE YCTBUILl B OTBET Ha 3acCyXy, YPE3MEpPHYI0 OCBEUIEHHOCTb U
skcTpemanbHble  Temmepatypel  (Postiglione and Muday, 2020). Kpome Toro,
npeaBapuTenbHas 00paboTka ciabbIM PAcTBOPOM MMEPEKUCH TOBBIIIANA YCTONYMBOCTH
pacTeHHI K HU3KUM [MOJOXHUTEJIbHBIM TEeMIIEpaTypaM M HMHTEHCUBHOMY OCBEILICHUIO
(Prasad et al., 1994; Karpinski et al., 1999; Karpinska et al., 2000). ITobimeHue
YCTOMYMBOCTH  KOPPEIHMPOBAJIO C  YBEIWYECHHEM  COAEpXKAHUS WM  AKTUBHOCTHU
AHTUOKCUJAHTHBIX  ()EPMEHTOB  CYNEPOKCHUIAUCMYTa3bl,  KaTajias3bl,  ackopbar-,
IIIyTaTUOHMEPOKCUIA3bl, TBAsSKOJOBOM TMEpOKCHIa3bl W TiyTaTuoHa. JloOaBieHue
MEPEKUCU B CYCIIEH3UOHHYIO KYJIbTYPy COM HMPUBOAWIO K AKTUBALIMM AHTHOKCUJAHTHBIX
(bepMEeHTOB TIIyTaTUOH-S-TpaHc(epasbl U TITYyTATUOHNEPOKCUAA3bI; YBEITUYCHUIO CHHTE3a
IIUTO30JIbHOM ackopOarnepokcuaazsl (Morita et al., 2006), a Takxke CTUMYJIUPOBAJIO

HaKoIJieHue OenkoB TeruioBoro moka HSP22 B mutoxonmpusix kietok Tomarta (Li et al.,
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2015). B TO 3xe Bpemsi, B pacTeHHUSX, MOJBEpPriIMXci aOHMOTUYECKOMY CTpeccy,
3aperucTpUpPOBAHbl cliydyau CHIKEHUs akTuBHOCTH ADK-snmumunHupyromux ¢GpepMeHTOoB
(Hasanuzzaman et al., 2020), 4T0 CBHIETENBCTBYET O KOMIUIEKCHOCTH PETYISTOPHBIX
MEXaHU3MOB, HHAyUUpYeMbIXx Tmepekucbio. Kpome toro, A®K Takke cnocoOHbI
BBITOJHATH (PYHKIIMIO BTOPUYHBIX MECCEHPKEPOB U PETYIUPOBATH SKCIIPECCHIO 3aIIUTHBIX
T€HOB, IPOAYKTHI KOTOPBIX HEOOXOIUMBI JJI pPerapaliy MOBPEKICHHUN, BOCCTAHOBICHHUS
rOMEOCTa3a U aKKJIMMaTU3AlMK K HOBBIM YCIIOBUSAM. B MX udncie reHbl, KOHTPOJIUPYIOIIKe
CHHTE3 OEJIKOB-IIANIEPOHOB, YIACTHUKOB CUTHAIIBHBIX KACKaJ0B, (DEpMEHTOB, OTBEUAIOIIUX
3a Jerpajanuio OelKoB, a TaKkK€ YYAaCTBYIOLIUMX B YIJIEBOJAHOM U 3HEPreTUYECKOM
MeTaboIu3Me.

I'enepayus A®K npu oOuomuueckux cmpeccax. HoBoe mnpencraBieHue o
curHasibHOM (pyHkimn ADPK nosBUIOCHh pH UCCIIEI0BAHUN TOPMOHATBHON CUTHAIU3AIIUU
U PEryJSIUU 3KCIPECCUU T'€HOB, YYACTBYIOIIMX B 3aIlMTE PACTEHUU MPU OMOTUYECKOM
ctpecce. [locnennuii MOXeT ObITh BbI3BAH MPUCYTCTBUEM MATOT€HOB (BUPYCHI, OAKTEpUH,
rpulbl), HACEKOMBIX, TPABOSAIHBIX U TPHI3YHOB. B OTBET Ha MPOHMKHOBEHHE MAaTOT€HA B
pactenun npoucxoauT reHepauus ADK, paznenenHas Ha aBe ¢aszbl: HAYAIBbHYIO, WU
HeCHelM(PUUECKyl0, — OHa HAaYMHAETCA 4Yepe3 HECKOJbKO MHUHYT IOCIE 3apa)KeHHs, U
BTOPUYHYIO, KOTOpas HayuMHaeTcs uepe3 |—3 wyaca M 3aBUCUT OT pACIO3HABaHUS
pacTeHHeM-X03IMHOM HecoBMecTUMBIX maToreHoB (Baker and Orlandi, 1995; Tenhaken et
al., 1995). Beiio mokazaHo, 4To TpaHcreHHbIe pacteHus kaprodens (Wu et al., 1995),
apadbunoncuca (Bindschedler et al., 2006) u ctpyukoBoro mepria (Choi et al., 2007) ¢
yBenu4eHHbIM ypoBHeM HoO, pOSBIISII TTOBBIICHHYO YCTOMYHUBOCTD K MMATOTEHAM.

[IpumedaTenbHO, 9TO B OKPY’KAIOIIMX HEKPO3bI TKAHAX TIEPEKUCh MOXKET JIEHCTBOBATh
KaK BTOPUYHBIA MECCEHKEp M HWHAYLHUPOBATH S3KCIPECCHIO 3alIMTHBIX TI'eHOB. Tak,
no0aBJIeHHE JIIMCUTOpPAa B CYCIEH3UOHHYIO KyJbTypy cou mnpuBogmio k HyO;-
WHIYLIMPYEMON aKTUBAI[MM SKCIPECCUU TE€HOB, KOAUPYHOUMX (eHUIaTaHUH-aMMOHUI-
aua3y — KIdeBor GpepMeHT OnocuHTe3a gutoanekcuHoB (Moesta et al., 1982), xurunasy

u pepmentsl permmponanonnoro ouocuntesa (Lamb et al., 1989). CoBmectHo ¢ NO,
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NEPEKUCh aKTUBUPYET SKCIPECCUIO TI'eHa 2-TUAPOKCUIIA3bl OEH30MHOM KHUCJIOTHI, YTO
IPUBOJIUT K aKKYMYJISILIMK CAJMIIMIOBON KUCIOTHI B IHcThax Nicotiana tabacum (Leon et
al., 1995). B ycnoBusiX MOBBIMIEHHOTO COJICPKAHUS CAITUIMIIOBON KHCIOTHI MPOUCXOIUT
UHTHOMpoBaHue (EepPMEHTOB KaTana3dbl W acKOpOaTIEepOKCUIA3bl, YTHUIM3UPYIOIINX
NEPEKUCh, @ TAKXKE AKTUBALMS IPOLIECCOB MEPEKHUCHOTO OKHUCIEHHUS JIUMUAOB, YTO B
COBOKYIMHOCTH CIIYXXUT CHUTHAJIOM [UJIsl 3allyCKa 3alllMTHBIX pEakuuid W pa3BUTHUSA
CHUCTEMHOI'0 oTBeTa B 310poBbIX TKaHsax (Chen et al., 1993; Martinez et al., 2000). Kpome
TOTO, B pe3yibTare JAerpajaldd JHIUI0B O00pa3yloTcs (UTOrOPMOHBI, HaIpUMeEp,
KaCMOHAT U METHJDKAaCMOHAT, a0CIIM30Basi KUCIOTa, a Takxke Oosbinas rpynmna Ce u Cip
OKCUJIMIIMHOB, KOTOPBIC BBIMOJHAIOT 3alIUTHYI0 M CHUTHAJIBHYIO (GYHKIMHA TPH aTake
natoreHa (Feussner and Wasternack, 2002). Takxe OOHapyKeHO BKJIIOYCHHE paHEe
«MOJTYAIIMX» 3alIMTHBIX T'€HOB, KOJUPYIOIIUX CHHTe3 (e NOVO 3KCTeHCHMHOB (OoraThiX
THJIPOKCHUIIPOJIMHOM IiHKornpotenHoB), PR (pathogenesis-related)-6enkoB u HHrHOUTOPOB
IPOTEHNHA3 KAK B CAalTE MOPAKEHHUS, TaK U B TKaHIX, YJAJIECHHBIX OT UCTOYHHKA UH(EKIUN
(Bell et al., 1986; Somssich et al., 1986). B pe3ynbraTe 3THX H3MEHEHHI pacTCHUE
BBDKMBAET U IPUOOPETAET CUCTEMHYIO YCTOMUYMBOCTh K MOCIEAYIONIEMY MH(ULIUPOBAHUIO
JTAHHBIM MaTtoreHoM. B To ke Bpemsi, B3auMoaenctByst ¢ NO, nepekruch MOKET BbI3bIBATh
3apoOrpaMMHUPOBAHHYI0 THOENb KJIETOK, OrpaHWYMBasi pacnpocTpaHEHUE HWH(EeKIun
(Lombardi et al., 2010; Lin et al., 2012).

Takum o0pa3oM, B BOSBHUKHOBEHUU PEAKIIMA CBEPXUYyBCTBUTEILHOCTH U CUCTEMHOMU
yctoiunBocTd kKpome ADK Takke ydacTBYIOT Apyrue curHaiabHble Monekyibl — NO,
ATUJIEH, >KACMOHOBAas W CaJULMJIOBas KHUCJIOThI, KOTOPbIE MOTYT JIEMCTBOBAaTh Kak
HE3aBUCHUMO JIPYT OT JIpyTa, 3aIyCKasi OT/IETbHbBIE 3JIEMEHTHI 3allIUTHBIX IPOTPaMM, TaK U B
COBOKYMHOCTU. bosiee TOro, BEepOSITHO, YTO C HX T[OMOUIBIO PACTEHHS] CIIOCOOHBI
nepenaBaTh CUTHAJ O BO3HHUKHOBEHHMM OIACHOCTU: BBIIEISSCH B aTtMocdepy, 3TUICH U
JeTyune 3QUpbl )KaCMOHOBOM M CAJIMLIUIIOBOM KHUCIIOT JEHCTBYIOT Ha 3I0POBbIE pACTEHUS,

aKTUBHPYsI B HUX 3amuTHbIe peakiuu (Maleck and Dietrich, 1999).
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OueBuano, uto 3¢dextei ADK MHOXKECTBEHHBI M 3aBUCIT OT MX Pa3HOBUIHOCTH,
KOHIIGHTPAallMd M JIOKAJIM3allil B pacTUTENbHOM KieTke. Hampumep, B pesynbrare
TpaHCKpUNTOMHOTO aHanm3a A.thaliana ycranoBieHO, YTO MEpeKHCh, CYNEPOKCHIHBIHN
panvKag U CHUHIVIETHBIA KUCIIOPOJ aKTUBUPYIOT pa3Hble T€HbI, OJHAKO, HAOIIONAINUCH U
onpeneneHuble nepeceuenus (Suzuki et al., 2011). Tak, y nepekucu u CynepoKCHIHOTO
paaukana 0buto 37% OOIIMX aKTUBUPOBAHHBIX TPAHCKPUIITOB, MEPEKUCH U CHHIJIETHOTO
Kuciopoaa — 6%, a y CynepoKCHIHOTO pajuKaia M CHHIJIETHOTO Kuciopoaa — 3%. Ilpu
3TOM TONbKO 2% TpOaHATM3UPOBAHHBIX T'E€HOB HECHEIU(PUYHO pearupoBajd Ha
npucyTcTBue Bcex Tpex BunoB ADK. DTy gaHHBIE CBUAETENBCTBYIOT B MOJIB3Y TOTO, YTO, C
OJTHOW CTOpPOHBI, OTJIMYHBIE MO MpoucxoxaeHnio ADK BOBIeUeHB B PETYISAIUIO
pa3IMYHBIX CUTHAIBHBIX KAacKaJOB, a C JIPYroil — O CHHEPTU3ME WX JICUCTBUS, YTO B
coBokynmHoctd genaeT A®K yHuBepcandbHBIM HHCTPYMEHTOM  BHYTPHKJICTOYHOM

CHUTHaJIM3alliH.

1.9. Bropuunsie metadoautsl Arabidopsis thaliana
1.9.1. O0masi XxapakTepucTUKA M OCHOBHbIE IPYNIbI MeTA00JIUTOB

PacTeHus, B OTIMUYME OT MPEJACTABUTENCH APYTUX LAPCTB, TEMOHCTPUPYIOT TOPA3IIo
0osiee 3HAUMTENBHOE pa3HOOOpa3re Mo COMEPKAHUI0 HU3KOMOJICKYJIIPHBIX METa0O0JIMTOB,
KOTOpBIC TMPHUHATO HA3bIBaTh BTOPUYHBIMH. BTOpWYHBIE META0OIMTHI BBIOJIHSIOT P
PEryJIATOPHBIX (PYHKIIMMA, HE SBJISISICH IPH 3TOM YXKHU3HEHHO HEOOXOJMMBIMH IS pPOCTa M
pa3BUTHS PACTCHUN. 3HAYUTEIIEHOE MHOT000pa3ne BTOPHUYHBIX METaOOIMTOB JOCTUTACTCS,
B TOM 4YHCJE, 3a CYET pPa3IMYHBIX MOJAU(HKAIMK y oOIIero mnpeaniecTBeHHUKA
(Kliebenstein, 2004). Kpome Toro, 3ameHa (hyHKIIMOHAIBHBIX TPYII MOXKET MPUBOIUTH K
perymisiuu  OMOJIOTUYECKONW AaKTUBHOCTH, HAmpuMmep, THOOEpEeNrHOB, ayKCHMHOB U
rimoko3uHonatoB (Kastell et al., 2013). K Hactosimemy MOMEHTY y pe3yXxoBuaku Tajs
(Arabidopsis thaliana (L.) Heynh.) — onHoro u3 riaaBHBIX MOAEIBHBIX O0OBEKTOB T'€HETUKH
pactenuil — uneHTuguuupoBaHo 6osee 170 BTOpUUHBIX META00JIUTOB, 00ObEIUHEHHBIX B 5

kiaccoB coenunenuii (Mueller et al., 2003; D’Auria et al., 2005).
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A3oTcoaep:Kamiue coeaMHeHusl. bBojblnas dYacTh a30TCOAEPIKAIIMX BTOPHUUYHBIX
MEeTa0OIMTOB 00pa3yeTcsi M3 aMHHOKHMCIOT. MHOIMe M3 HHUX DBOJIONHOHHPOBAIH H
(GYHKIMOHMPYIOT KakK 3alllMTHBIE COEAMHEHHUS. VX HaKOIUICHHE YacTO aKTUBUPYETCS B
X071¢ MH(PHUIMPOBAHUS HaToreHaMu. OCHOBHBIMH COCAMHEHUSMHU STOM TPYIIIBI SBISIOTCS
aNIKaJOU/Ibl, [IMAHOTCHHBIC TJIIOKO3UIbI U TJIOKO3WHOJIAThI, aMUHBI, a TaKKe HEOEIKOBBIC
AMHHOKHUCIIOTHI.

I ntoxosunonamer. Ilogkiacce a3zoTcoAep)KalllMX COCAMHEHUM, OOraTblX Cepou, H
HanOonee xapakrepHblid it A. thaliana w japyrux mnpexacraButeneil cemeiicTa
Brassicaceae (D’Auria et al., 2005). D10 Hambonee MHOrouyuciieHHas Tpymma (>36
CTPYKTyp) BTOpHYHBIX MeTabonuroB apadumoncuca (Kliebenstein, 2004). Jlanubie
COCMHEHUS CHHTE3UPYIOTCSA B PACTEHHUH IOBCEMECTHO, MX COJCP)KAHHE 3HAYHTEIHHO
YBEIIMYMBACTCS B Cydae 3aluThl OT HacekoMbix M matoreHoB (Wittstock et al., 2003).
OnHako OMOIOTHYECKON aKTMBHOCTBIO 00JIJal0T HE CaMM TIIFOKO3MHOJIATHI, a MPOIYKTHI
uX ruapoin3a (hepMeHTaMH MHPO3HMHA3aMH — HHUTPHJIBI, W30THOIMAHATHI, THOIMAHATEHI,
OKCa30IuAuH-2-THOHBI 1 nuTuoHuTpribl (Bones and Rossiter, 1996; Halkier and Du,
1997). JlanHble COENMHEHMSI TMPEACTABISIOT HMHTEPEC C TOYKM 3PEHUS HX 3aUUTHBIX
(GyHKIMH B pAaCTCHUU M OJIArOTBOPHOTO BJIMSIHHS Ha 3JI0POBbE UCIOBEKA.

Aaxangouasl. K Hacrosmemy momenty y A. thaliana maeHTHQHUIIMPOBAaHBI TOJIBKO
uHaoapHBIe ankaouabl (Facchini et al., 2004), 4ro CBSA3BIBAIOT C OTCYTCTBHEM B HX
Tr€HOME T€HOB OPHHUTHH JCKapOOKCHIIa3bl — KIH0UEBOro hepMeHTa OMOCHHTE3a MCTUHHBIX
ankamonnoB (Allen, 2002). OnHako HE UCKIIOYCHO HAJIMYKME TPOIAHOBBIX AJIKAJIOHIOB
(D’Auria and Gershenzon, 2005). K rpymmne HHIOIBHBIX aTKAJIOKIOB OTHOCAT KaMaJICKCUH
— 3TO CIMHCTBCHHBIA MPEACTABUTEIb TPYIIIBI HHAOI-CEPOCOACPKAIIUX ATKAIOUIOB Y
apabugorcuca. KamanekCMH OTHOCAT K (DUTOAJCKCHHAM — COCAWHEHHSIM, OMOCHHTE3
KOTOPBIX YCHJIMBAeTCS B Cliydyae OMOTHYECKOro crpecca. Kpome TOro, M3BECTHO, YTO

JTaHHOE COeIMHEHHE 00J1aaeT MPOTUBOOMYX0JIeBOM akTuBHOCTHIO (Mezencev et al., 2003;

Smith et al., 2014).
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®enunnponanonabl. CoOuparenbHass  rpylnna  BTOPUYHBIX  METa0OJIUTOB
(GeHUIIPONaHOUAHOTO IMYTH OMOCHHTE3a, KOTOPBIM SBJISETCS OCHOBHBIM HCTOYHHUKOM
apOMaTUYECKUX BTOPUYHBIX META0OJHUTOB. B Tpymmy OTHOCAT CIIOXHBIE J(PUPHI
dbenunnponanouaoB, GJIaBOHOUIBI U aHTOLMAHbI. DEHUIPONAHOUABl TAKKE SBIISIOTCS
MPEANIeCTBeHHUKAaMU JTUTHIUHA. OCHOBHBIM MPEIIIECTBEHHUKOM BTOPUYHBIX METa00JIMTOB
JAHHOTO THMA SBISICTCS AMHHOKHCIOTA (EHUJIATAaHWH, W3 KOTOPOH (OPMHPYIOTCS
pazHooOpazubie coequHeHusi Ce-Cz  psma. K mpocreiimiuM  eHUIIponaHonaam
apaOuIoTICHca OTHOCST MPOW3BOIHBIE KOPUYHOM KHCIIOTBI, BKIIFOYAsl CIIOKHBIC d(PUPHI,
CIUPTHI, ampAeruibl U amuabl. K 9T0# rpyrine Takxe OTHOCSIT KyMapHHBI, B YaCTHOCTH,
CKOTIOJIMH, 0OOHapy KeHHbIN B cTeOs1X 1 kKopHsx (Franke et al., 2002). [Ipeanonaraiort, 4To
13 (peHWIMPOTIAaHOUIOB MOTYT OOPa30BHIBATHCS OCH3CHOWIBI — BTOPHUYHBIC METAOOIUTHI
Ce-C1 psanma. Y apabujmornicuca oOHapyXKeH psj OCH3EHOMJIOB, BKIIIOYAS CAJTUIIUIIOBYIO H
CHUPHUHTOBYIO KHCJIOTBI, METHJI-P-THAPOKCHIOCH30aT U P-THapokcubOen3zamuy (Lim et al.,
2002), a TaKke JeTyune OCH3CHOWIbI — METHIcATUIIIAT u MeTmioen3oar (Chen et al.,
2003a). OOHapyxeHO, YTO y HBETYIIUX pacTeHuil A. lyrata JOMUHHPYIOIIUMH JICTYIYUMHU
BCIIIECTBAMH SIBJISIOTCS OCH3ambAETHI W (hCHUJIANETATbACTH I, YTO JAeT OCHOBAHHE IS
MIOMCKa COOTBETCTBYOMUX coeaurenuit y A. thaliana (Peer and Murphy, 2003).

daaonouapl. Haubonee MHOrouyucieHHas Trpynna BTOPUYHBIX META0OJUTOB,
npenacraBiaeHHas coequHeHUs MU Cg-C3-Cg psana. OEeHONbHBIE COCTMHEHNSI CUHTE3UPYIOTCS
BO BCEX OpraHax pacTeHHUs W WX HAKOIUICHHE 3aBUCUT OT CTAJUMU PA3BUTHS U YCIOBUH
npouspactanus. Y apaOujoricuca HaumOoyiee 4YacTo BCTpeyaroTcs (IaBOHOJIBI, B
YaCTHOCTH, TJIMKO3UJIBI KeMIipeposia, OAHAKO, MOTYT BCTPEUATbCS TaKXKE TIIMKO3UIbI
KBEpIIETHHA. ATJIMKOHBI (hJTABOHOJIOB, KeMII(PEPOT U KBEPIETHH, TAKKE 0OHAPYKUBAIOTCS
y apalbuaorncuca W WrpaloT BaXKHYIO pOJIb Ha PaHHUX CTAAUSIX Pa3BUTHS pPACTCHUS,
Onokupys MoJsApHBIN TpaHcmopT aykcuHa (Brown et al., 2001; Peer et al., 2004). V
apabujorncuca oOHapyKeHa eIlle OJIHA TPYyINa COSAMHEHUM U3 Kiacca (PIIaBOHOWIOB —
anTonnanpl. OHU TpECTaBIIEHb, B OCHOBHOM, KPAaCHBIMH, CHHUMH U (HHOJICTOBHIMHU

MMUTMEHTAMH B CT€OJIIX U JIUCThIX. OCHOBHOM AHTOLIMaH A. thaliana nmeer OUaHUINHOBOC
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AP0 C YETBIPbMS TMPHCOCAWHEHHBIMH CaxapaMH W OIMHOYHBIMH [P-KyMapOWJIbHBIMHU,
CHUHAMOWIBHBIMU W MallOHWIbHBIMH ocTaTkamu (Bloor and Abrahams, 2002). K
BTOPOCTCIICHHBIM ~ aHTOIIMAHAM OTHOCATCS COCIUHCHHUS, WMCIOIIAE aHAIOTHYHYIO
CTPYKTYpY, HO JIMIIICHHBIC OCTAaTKa caxapa Win octatka cuHanowsa (Bloor and Abrahams,
2002). B cemenax apabupaoricuca OOHapy>KEHbI MOJUMEPHI (DIABOHOMIOB, MOJYYHBIINE
Ha3BaHWE NPOAHTOIMAHUJIWHOB, WM KOHJICHCUPOBAHHBIX TaHHWHOB. OHHM HE HWIPAOT
KJIIOYEBOM pOJM I Pa3BUTHS DHIOCIEPMAa M AMOpPHOHA, HO MOTYT PEryJHpOBaTh
’KU3HECIIOCOOHOCTh U cocTostHKe mokos (Debeaujon et al., 2003).

Tepnenouawsl. Btopoii mo MHoroumcieHHOCcTH (Tociie (hJTaBOHOWIOB) KJIacc
COCJTMHCHHMIA, B COCTaB KOTOPHIX BXOIAT W30NpPeHOBbIe eauHUIIbI (Cs-emuHuIbl). B ocHOBE
KJIaCCU(PUKAIIUHU JICKHUT IUCITO Cs-AMHHMII, BBIICISIOT MOHO-, CECKBH-, JU-, TPU-, CECTEP-,
MIOJIU- U TETPATEPICHBI (KApOTUHOMIBI). TepreHbl HTPA0T 3HAYUTEIBLHYIO POJIb IS pOCTa
U Ppa3BUTHs, a TaKKe JUIS OCYIISCTBICHHS KOMMYHHMKAIIMM MEXIY pPAaCTCHUEM M
OKpy:Karolel cpenoi. B apabunornicuce o0HapykeHO 0k0Ji0 20 MOHO- U CECKBUTEPIICHOB,
COJCpIKaIMX JBE M TPH H30IpPEHOBBbIE eAuHMIbI, coorBercTBenHo (Chen et al., 2003b).
CeckBUTEpIICHBI BBIICISIOTCS COIBETHUSAMH B IEPHOJ] ILIBCTCHHS, OHU TPEIACTABIICHBI
CIIO)KHOW CMECBIO COCIMHEHHH, B KOTOpO#l mpeobmanaer P-xapuodmuien (D’Auria and
Gershenzon, 2005). [IpumeyaTensHO, YTO MATTEPH IKCIPECCUU TEPIICHCHHTA3 B OpraHax
pasjnyaics, HO IIeCTh TEePICHCHHTA3 OKAa3aJUCh CIENU(UIHBIMUA JIJI [IBETKOB U HX
OMOXMMHYECKass aKTUBHOCTH COOTBETCTBOBAJla CMECH TEPIICHOB, TPUCYTCTBYIONICH B
I[BETOYHBIX JICTYYHX BelecTBaxX. [Ipy MOBpeKIeHUM HACEKOMBIMH BETre€TaTHBHBIC OPTaHbI
apabujoncuca TakkKe BBUICISIOT CMECh JISTYYUX TEPIICHOB, CpPEOu  KOTOPBIX
OOHaApPYKMBAIOTCS MOHOTEPIICHBI O-TTMHEH, JTUMOHEH, MupIieH, (E)-B-ommMen u muHaoon,
romoreprieH Cis, 4,8,12-tpumerun-1,3,7,11-tpunekarerpaes, 1,8-muHeon (B KOpHSX), a
Takxke ceckBuTepreH Jourudosen (van Poecke et al., 2001; Steeghs et al., 2004). Crincok
COCMHCHHUI TMPOJOJIKACT IMOMOJHATLCSA. BeposATHO Takke HaIWYMe TPUTEPIICHOB,
OTHOCSIIKXCS K BBICIIUM TeplieHaM. B reHome apabumoricrica MACHTH(QHUIMPOBAHBI TPH

reHa, Koaupymoomme (EepMEHThl OKCHIOCKBAJICH ITUKIIA3bl, KOTOpPhIE OBLIA CIOCOOHBI
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00pa3oBBIBaTh TPUTEPIIEHOBBIC CIIUPTHI IN VItro, 0HAKO, COOTBETCTBYIOIIHME BEIIECTBA /10
cux mop He ObLIM 0OHapyxkeHbI IN planta (Segura et al., 2000; Fazio et al., 2004).
IlpousBoaHbIe JKUPHBIX KHCJIOT. PacTeHus CHHTE3UPYIOT P MPOHU3BOIHBIX
KMPHBIX KHCJIOT, TaKWX KaK 3aMEIICHHBIC KHCJIOTHI M ajKaHbl, COJACpI)KaIluecs B
MOBEPXHOCTHBIX ~BOCKax © cy0epwHE, a TakKe OKCHIMIHHBI —  MPOIYKTHI
JIMITIOKCUTEHA3HOTO0 METa0O0IMYECKOr0 MyTH. DTH COCAUHEHHS YYaCTBYIOT B IIHPOKOM
criekTpe QYHKIIUHA, BKIFOYAs TPAHCIOPT M XPaHEHUE KUPHBIX KUCIIOT, & TAK)KE BBITOIHSIOT
TOPMOHAIIBHYO PETYJISAIUI0, OJHAKO, OOIBIINHCTBO M3 MEPCUNCICHHBIX BEIIECTB OOBIYHO
HC OTHOCAT K BTOpWYHBIM MeTabosmtam. Y A. thaliana B 3Ty rpynmy OTHOCST
KACMOHOBYIO KHCIIOTY, TPaBMaTHH, a TaKXXe HUKIOTCNTAAMCHbI W JUTMHHOIICTIOUCYHBIC

anpaerusl (Van Poecke et al., 2001).

1.9.2. IlyTn 6MocuHTE32a BTOPUYHBIX METa00JIUTOB

B nannom pasnmene OyAayT paccCMOTpeHBbl HauOoJiee TMOJHO OIMCAHHBIE MYTH
OMOCHHTEe3a BTOPHYHBIX MeTabomTOB, 00HapykeHHBIX B A. thaliana.

®uaaBoHonabl. HecmoTps Ha MHOroo0pasue CTpyKTyp, OOIIMMH Il BCEX
(1aBOHOUIOB SIBJISIFOTCS TIEPBBIE ATANbl OMOCHHTE3a, B XOA€ KOTOPBIX K aKTUBUPOBAHHOM
MOJIEKYJIe THIPOKCUKOPUYHOU KHUCIOTHI (P-kKymapoui-KoA) pepMeHTOM KamXxOHCHHTA30M
(CHS) mnpucoemunsirorcst mouiekysbl ManoHmwi-KoA (D’Auria and Gershenzon, 2005)
(Pucynok 8). Tak oOpa3syercs HapUHTEHHMH XaJKOH — TIEPBBI  IEHTPAIBHBIN
IPOMEXYTOUHbIM MeTabonuT. OH JOBOJBHO JIETKO TpeoOpasyeTcsi B CIEAYIOLIUi
IPOMEKYTOUHBIN MPOIYKT — HAPUHTEHUH — O] AeCTBUEM (epMEHTa KaTXOHH30Mepashbl
(CHI). C yuyactmem KamXxOHpPEAyKTa3bl OH TaKXe MOXET TMpeoOpa3oBhIBATHCS B
U30JIMKBUPUTUTCHHH, KOTOPBIN CITY>KHUT MpeIIIeCTBEHHUKOM ¢paBaHoHa
JUKBUpUTUTEHUHA. CleNyIomuUi mar — BHYTPUMOJIEKYJIIpHAs LMKIN3alUs XaJIKOHOB C
yuactueMm ¢epmenta draBanoH-3-ruapokcunasbl (F3H) — mpuBoguT k 00pa3oBaHUIO
¢nasanonoe, B CTpyKType KOTOPBIX TENEPh TPU reTepolMKiIndeckux koipua — A, B u C.

daBaHOHBI HApUHITCHUH, JIMKBUPUTUICHUH, HeHTaFI/II[pOKCI/I(l)HaBaHOH U 3PHUOJHUKTHOJ
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MPEACTABIAIOT COOOM LIEHTPaIbHYIO0 TOUKY BETBJIEHHUS MyTH OMOCHHTE3a (DJIaBOHOUJIOB,
BBICTYNasi B KauyecTBe oOOHmMX cyOcTpaToB Juisi OMOCHHTE3a CTPYKTYp (JIaBOHOB,
n3o0(haaBoHOB U ¢iobdadeHoB, a TakkKe IS TMOCICAYIONIMX 3TAaoB OMOCHHTE3a APYTHX
rpynn ¢aaBoHou10B. M3 priaBaHOHOB Jlaniee MOTYT 00pa30BBIBATHCS h1@80HBL C YHACTHEM
¢dmaBoncunTaszel (Martens and Mithofer, 2005). Iocnennsis katanu3upyer oOpa3oBaHHE
IBOMHOM cBsi3u B C KOJBIE U SIBISETCS KIIOUEBBIM (pepMEHTOM OMocHHTEe3a (hIaBOHOB.
HapuHreHuH v JTMKBUPUTUTEHUH MOTYT BBICTYNATh CyOCTpaTtaMu Jjisi U30(hIaBOHCUHTA3BI
— KITI0YeBOTO (hepMeHTa OMOCHHTE3a U30¢)1a80HO6 — C TIOCICAYIOIMUM OO0Opa30BaHUEM
(mpu yyacTuu ruApoKcun30(IaBoOH JeruapaTasbl) H30(IaBOHOB FTEHUCTENHA U JaliA3enHa,
coorBercTBeHHO (Sohn et al., 2021). HapuHreHMH W SpHOAMKTHON TaKXe CIIyXar
NpEAIIECTBEHHUKAaMU B MyTH OnocuHTe3a (QuiodadeHoB. DIaBOHOHBI MOTYT BBICTYHATh B
KayecTBE MPEAIIECTBEHHUKOB J/JIsi CHHTE3a JIUTHIPO(DIABOHOJIOB — MPOMEKYTOUHBIX
MEeTa0O0JUTOB OMOCHMHTE3a (PIIABOHOJIOB, AHTOLMAHOB U MPOAHTOUMAHUIUHOB. DepMeHT
¢d1aBoHOH-3-TUIPOKCUTIA3a KaTallM3UpyeT IpeBpallcHUe HapUHIT€HHUHA,
HNEHTaruApoKkcudIaBaHOHa U IPUOAUKTHONA B JUTHIPO(DIABOHOIBI JUTHAPOKEMIPEPOIT
(DHK), nuruapoksepueru (DHQ) u nuruapomupunerud (DHM), coorBercTtBenHo. DHK
TaK)K€ MOXET MOJBEPrarbCs MPEBpAllCHUSM C ydacTUeM JBYX (EpPMEHTOB (PIaBOHOUT
ruapokcunaz — F3'H u F3'5'H — o6a onum oTHOcarcs k mutoxpoMm P450-3aBucuMBbIM
MOHOOKCHUI'€Ha3aM U KaTalIU3UPYIOT THAPOKCUIUPOBAaHKE (IaBOHOUIOB B MOJIOKEHUsX C-
3" wmm C-3' u C-5" xonwna B, coorBercTBenHo. Tak, F3'H karanusupyer obGpazoBanue
DHQ, koTOpbIii ABISETCS MNPEAINIECTBEHHUKOM I[MaHWJAWMHA B AHTOIMAHOBOM IYTH U
KBEpIIETHHA — B MyTH OuocuHTe3a (uaBononoB. DHM, oOpasyromuiics u3 DHK npu
yuactuu F3'5'H, sBasieTcst mpsiMbIM Npe/IIeCTBEHHUKOM JIeIb(UHUANHA B AaHTOIITMAHOBOM
NyTH U MHPHUIETHHA — B ()JIABOHOJBHOM MyTH, B TO BpeMs kak DHK wmoxer OBITH
npeobpa3oBaH B MEJaprOHUAMH  (MPEAIIECTBEHHUK AHTOLIMAHOB) M KeMIdepon
(npenmecTBeHHUK  (iaBoHOIOB). (OOpazoBaHue @¢h1a@60HO06 U3  BBINICYKA3aHHBIX
TUTUAPO(GIaBOHOJIOB MPOUCXOIUT ¢ ydactueM (uaBonosncunrassl (FLS) — kmroueBoro

dbepmenTa 310 BeTBH OnocunTe3a. C e€ yyactrem 00pa3yroTcs kemmdeposi, KBepIeTHH 1
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MUPHUIETUH, KOTOpbIE 3aTeéM MOTYT [MOABEPrarbCcsl pPa3iIMYHbIM  MOJUpUKAIUAM
(MpeuMyIIeCTBEHHO, METUJIMPOBAHUIO U alleTHIIMPOBAHUIO) ¢ 00pa30BaHWEM MHOKECTBA
MPOU3BOJIHBIX. (DIAaBOHONBI 3TO TUJpPOKCcUIMpoBaHHbIe B C-3 monoxkeHun kojbua C
Gb1aBOHOHBI, HO TaKXke JUIsl O3TOr0 TMOJOXKEHUS XapaKTepHa CKJIOHHOCTh K
TJIMKO3WIMPOBAHUIO, 1 MMEHHO B TakoW (opMe OHHU dale BCero OOHApY>KUBAIOTCS B
pacrenusx (Cao et al., 2018). IHTepecHO OTMETUTH, YTO B CHJIY UCIOJIL30BAHUS OJHHUX M
TEX K€ MPOMEXKYTOUHBIX COCIMHEHUU, MEXIY (PIIaBOHCUHTA30M, M30(PJIABOHCUHTA30U U
bnaBoHOH-4-penyKkTazon (KaTaym3upyeT oOpazoBanue ¢daobadeHoB) Habmromaercs
KOHKYPEHIIHS 110 OTHOIICHHIO K cyocTpartam (Cao et al., 2018).

Hurunpodnasononst DHK, DHQ u DHM moryT BeicTynaTth B KauecTBE CyOCTpaTOB
st HAJI®H-3aBucumont penykrassl (DFR), koTopas katanusupyer X NpeBpalleHHE B
JICUKOAHMOUUAHUOUHDBL JICHKOTICIIAPTOHUANH, JICHKOIMAHUANH U JICHKOIeIb(OUHUINH,
COOTBETCTBEHHO.  beclBeTHbIE  JICMKOAHTOIMAHUAWHBI ~ Jlajieeé  MPEBpAIlAlOTCA B
OKpalleHHbIE aHTOIMAHUIUHBI MTEJIAPTOHUINH, [IUAHUIUH U JeTbOUHANH N0/ JIEUCTBUEM
dbepMeHTa aHTOIMAHUIAMHCUHTA3bl. AHTOLMAHUJIWHBI 1O CBOEW MPHUPOJE SBISIOTCS
HECTAOWJIBHBIMA  COCAMHEHMSAMHU | moj nekictBueM UDP-rmoko3odiaaBonona-3-
TIIIOKO3UITpaHCcepa3bl MPeBpallaloTcs 0Oojiee CTaOWIIbHBIE A@HMOWUAHBL, KOTOPHIC
MPECTABIISAIOT CO00M UX TITUKO3UIMpOBaHHbIE (popMbl. M3 aHTOLIMAHUIUHOB TaKKe MOTYT
OBITh CUHTE3UPOBAHBI HPOAHMOUUAHUOUHBI, U3BECTHBIC TAKXKE KaK KOHJICHCUPOBAHHBIE
tanauHbl (Lepiniec et al., 2006). OueBuaHo, YTO OMOCHHTE3 (HIABOHOMIAOB JOJDKCH
MOAYUHATHCS  CTPOTOMY  KOHTPOJIFO, KOTOPBIM  JOCTUTAETCS, TJaBHBIM 00pa3om,
MOCPEACTBOM TPAHCKPUMNIIUOHHOW peryysinuu. LleHTpaibHOE MECTO B HEHM 3aHUMAIOT
MBW koMITJIEKCHI, COCTOSIIINE W3 TPAHCKPUTIIIMOHHBIX (akTopoB cemeiicte MYB, bHLH
u WD40 (Xu et al., 2015). Cpeau npeacraBureicii cemerictBa MY B Han0osbIlee BIUSHUE
Ha cojepxaHue (HIAaBOHOMIOB OKA3bIBAIOT TPAHCKPHUIIIIUOHHBIE (hAaKTOPHI MOJCEMENHCTBA
R2R3, onn akTuBUpYIOT 3KcIpeccuto ouocunrernueckux reoB — CHS, CHI, F3H u DFR.

OnHako 3TU GaKTOPbl MOTYT BBICTYIIATh TaKXke U B poJi penpeccopos (Xu et al., 2018).
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dbeHmIaNaHuH

CH4 MYBI11
MYBI12
4CL MYBI111

4-xymapomnin-KoA
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HapHUHT€HHUH XaJIKOH AT
CHI TT2

| cHIL |TTéq

HApUHTC€HUH MYB11

F3H
MTH * F3’H .
pokaMmdepon & JIUTHAPOKBEPIIUTHH
FLS FLS
DFR DFR

KaM(epoa KBepIUTHH
SHUKOIMaHUIUH GOJIABOHOU IbI JeHKoneIaproHuIHH

\ AHTOILIMAHBI /

Pucynok 8 — Cxema OuocunTe3a (piaBOHOUIOB.

I'moko3uHoNaThl. BHOCHHTE3 TIIOKO3WHOJIATOB BO3MOXEH C HCIOJIb30BAHUEM B
KaueCTBE MPEIICCTBEHHUKOB aMHHOKHUCIIOT METHOHMHA, TpuniTodana, (peHmIaJIaHuHa WK
nevinmna  (Wittstock and Halkier, 2002). B cooTBeTCTBHM ¢ aMHHOKHCIOTOM-
MPEIIIIECTBEHHUKOM TIIFOKO3WHOJIATHI KIIaCCU(UITUPYIOT Ha anudarndeckre (TI0TyYeHbI U3
METHOHWHA, ajaHWHA, JEHIMHA, W30JEHIIMHA, BaJIMHA WIA TIyTamaTa), MHAOJbHBIEC (U3
TpuntodanHa) U apoMarmyeckue (U3 GeHUIaTaHMHA U TUPO3WHA). AJudaruyeckue
TJIFOKO3WHOJIATHI MPEICTABISIOT COO0M Hanboee pa3HO0Opa3HyIo TPyNIy y apaduaoncuca
¥ MHOTHX IpyTuX BUAOB oTpsiaa Brassicales (Blazevi'c et al., 2020).

Ha mepBoM 53Tame OMOCHHTE3a TIFOKO3WHOJIATOB MPOUCXOAWT YUTMHEHHE OOKOBOM
eNM  AMHHOKHUCJIOTHI-IPEANISCTBEHHUKA  TIOCPEACTBOM  JIC3aMHUHHPOBAHUS  C
MOCJICIYIOIUM TpUCOeAMHEeHneM MeTuieHoBor rpymmbl (PucyHok 9). B HekOTOPBIX
cilydasix 3TOT 3tan MoxeT orcyrcTBoBarh (Chhajed et al., 2020). Ha BTopom »starme

MOJIEKyJIa TPEAIIECTBEHHUKA MOABEPraeTcsl OKUCICHUIO IuTOXpoM P450-3aBUcCHMBIMU
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MoHOOKcuTeHazamu cemeiictBa CYP79 u 006pa3yrorcst ajabI0KCUMBI — KOPOBBIE CTPYKTYPBI
rmoko3uHoaatoB  (Ishida et al., 2014). Ha tperbem ostame CYP83 karamusupyer
MIPEBPAIICHUE aJbJOKCUMOB JI0 HUTPHWIBHBIX OKCHIIOB, JINOO IO all-HUTPOCOCTMHCHUM.
CYP83B1 okucnser kak tpuntodaHoBble, TaK U (HECHHIAIAHWHOBBIC alleTalIbJIOKCUMBI, a
CYP83A1 mpespammaer pasznudnble anudarndeckne ampaokcumbl (Bak et al., 2001; Bak
and Feyereisen, 2001; Hansen et al., 2001). O6pa3yromuecss TpoAyKTH ITuTOXpoma P450
KOHBIOTHPYIOT C JJOHOPOM CEpbl TIyTaTHOHOM TIOJT ICHCTBUEM TITyTaTHOH-S-TpaHcdepas ¢
00pa3oBaHUEM S-aJIKHJI-THOTHAPOKCUMATOB, KOTOPBIE CIY>KaT cyOcTpaTaMu AJisl YIIIepo/I-
cepocoaepskarier smasel SURL (Mikkelsen et al., 2004). Dto nmepBoe ¢pepMeHTaTUBHOE
MpEeBpallleHe B OCHOBHOM ITyTH OMOCHUHTE3a TIIIOKO3WHOJIATOB, CBS3BIBAIOIIEE UX COOPKY
¢ depmentamu cepHoro wmetabomm3ma (Ravilious and Jez, 2012; Jez, 2019).
Tuoruapokcumarbel, obpasyronmecs mnoxa aericteuem SURI1, moxsepratorcs — S-
TJIMKO3WJIMPOBAHNIO, KaTaJU3UpyeMOMy TroKo3miITpaHchepazamu cemeiictea UGT74, ¢
oOpazoBanneM necyibdormoko3nHonatoB. UGT74C1  rmioko3wiupyeT MOJEKYJIbI,
nosiydeHHble u3 metnonuHa, a UGT74B1 momudunupyer coequHeHus, MOJydYeHHbIE U3
apomaTtuueckux amuHokucior (Grubb et al., 2004; Gachon et al., 2005). ITockoabKy
OONBIIMHCTBO MOAU(PUKALNN MOCIEAOBATEIbHBI, PETYJIUPYST aKTUBHOCTh U COJCPKAHUE
OTIpENICCHHBIX (EPMEHTOB CTajl0 BO3MOXKHBIM HCCJIEIOBATh OWOJOTHYECKYIO POJIb
onpenencHubix Mmoaudukanuii (Kliebenstein et al., 2002; Kliebenstein et al., 2001).

B OwuocuHTe3e TIIOKO3MHOJIATOB YyYacTBYeT MHOXECTBO TE€HOB, (EPMEHTOB H
daxTopoB Tpanckpuniuu (Senderby et al., 2010a). HecmoTpst Ha TO, 9TO PAKTUYECKH BCE
dbepMeHTaTUBHBIE peakluM TpeBpallleHus Tioko3uHonatoB omucanbl (Bell, 2019) u
UICHTU(PHUIIMPOBAHO 3HAYUTEIILHOE KOJMYECTBO CIS-pEryATOPHBIX 3JEMEHTOB TI'€HOB
OWOCHHTE3a, OYEBHIHO, YTO CETh 3aJICMCTBOBAHHBIX TPAHCKPHUIIIIMOHHBIX (HaKTOPOB
HAMHOTO CJIOKHEe M OOIMpHee, 4yeM ObuIo mpeiokeHo panee. Cpeau Hambosee
cnenuUIHBIX 111 OMOCHHTE3a TIIFOKO3WHOIATOB BRIACIAIOT moArpynmny R2R3 cemeiicTra
MYB. IlpexncraBurenu 3Toul moarpymmsl cozepxkar asa N-koHuesbix MYB mnosrtopa,

onpenensitonux  crnenuduunocts  cBs3piBanus ¢ JIHK, 'y  HekoTopelx  Takke
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obHapyxuBaeTcs TpaHc-aktuBupytomnmiit TAD momen B C-konieBoit oonactu (Feller et al.,
2011). Tpu mnpencraButens cemeiictea — MYB28, MYB29, MYB76 — sBusawoTcs
IEHTPATHHBIMU MMO3UTHBHBIMU pETyIsITOpaMH OonocuHTe3a anndaTudecKux
TVIFOKO3WHOIATOB. AHAJIOTMYHO, TpaHCKpumnimonHueie ¢akroper MYB34, MYB51 wu
MYBI122 monoXUTENbHO pEryJUpPYIOT HAKOIUIEHUE WHIOJBHBIX TJIFOKO3WHOJIATOB
(Mitreiter and Gigolashvili, 2021). B co3ganuu TpaHCKPHITIIMOHHOTO KOMIUIEKCA TaKKe
NPUHUMAIOT y4YacTHe TMpeactaButenn cemeiictea DHLH co crpykrypHbIM MOTHBOM
cnupaib-neTis-ciupanb. Hambonee 3HAYMTENbHBIM BKIJIAJ BHOCAT TPAHCKPHUIIIMOHHBIC
daxroper MYC2/bHLH06, MYC3/bHLHO5, MYC4/bHLHO04 u, B McHbIlell cTencHH,
MYC5/bHLH28 — Bce onu cmocoOHBI B3aumojeicTBoBaTh ¢ (akTopamu MYB,

onucanHbIMHU BhITIe (Schweizer et al., 2013; Frerigmann et al., 2014).

MYB34 | xopu3mar METHOHMH MYB28
MYBS51 l i MYB29
MYB122 MYB76
HHOO0JI 0-K€TO KHCJIOTa
TpunTodan TOMOMETHOHHH
CYP79B2/B3 l l CYP79F1/F2
AJIBAOKCHM
CYP83B1 $ $ CYP83A1
S-aJIKHHFHleOKCHMaT
TI/IOFHIIPOKCHMaT
UGT74B1 l l UGT74C1
necynb(GOrTHKO3HHOIAT
HHAOJIbHEIE aNu(aTHICCKHE
TJIHKO3HUHOJIATHhI TIINKO3HUHOJIATHEI

Pucynok 9 — Cxema OMOCHHTE3a IITIOKO3MHOJIATOB.

Aaxanouasl. K HacTosiieMy MOMEHTY u3BecTHO o mpucyrctBuu B A. thaliana
TOJIBKO OJTHOTO aJKAJIOWJa — KaMaJeKCUHA. 3HAYUTEIbHBIA HHTEPEC K ATOMY BTOPUUHOMY

MCT&6OJ’II/ITy BBI3BAaH TEM, UYTO OH CUHUTACTCA OCHOBHBIM @HTO&HGKCI/IHOM, Y4aCTBYIOIIHMM B
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onotnueckux peakuusax y A. thaliana (Glazebrook and Ausubel, 1994). ITyts OnocunTe3a

kamanekcuHa (Pucynox 10) HaumHaeTcss ¢ TmpeBpaiieHus TpunrtodaHa B HHI0I-3-
alleTabJOKCHM ~ TMOJ]  JEHCTBHEM  JBYX  (YHKIIMOHAJIBHO  IEPEKPHIBAIOIIUXCS
monookcurenas — CYP79B2 u CYP79B3 (Glawischnig et al., 2004). 3a stoii cragueii
clieqyeT  Jerujaparanus  HHIOJ-3-alleTalbJOKCMMa 70  HMHJO0JI-3-alleTOHUTPHIIA,
karajausupyemas MmoHookcureHazamu CYP71A12 (Millet et al., 2010; Saga et al., 2012) u
CYP71A13 (Nafisi et al., 2007). lanee IAN KOHBIOTUPYETCS C TIIYTATHOHOM C TIOMOIIIBIO
riytatuoH-S-tpancdepassr GSTF6 (Su et al., 2011) u meTabonu3upyercs A0 EC-UHIOII-
3-aneTonuTpuia ¢ nomoiibio y-rirytamuinentuaaz GGP1 u GGP3 (Geu-Flores et al.,
2011). Hakownern, ¢epment PAD3/CYP71B15 karanu3upyer aBe IMOCICAHUC PEAKIHH
OmocuHTe3a, 3aBepuiaromuecs (opmupoBanuemM kamaiekcuHa (Zhou et al., 1999;

Schuhegger et al., 2006; Bottcher et al., 2009).

L-Tpunirodan
CYP79B2/B3 l

WHOOI-3-a11eTallbI0KCUM

CYP71A12/13 l

HHI0I-3 =AICTOHUTPILI

\
LIHC-HH/T0JI-3-aLIe TOHUTPHJI

CYP71B15/PAD3 l

AUTHAPOKCHKAMAJICKCHHOBaAd KHUCJIOTa

CYP71B15/PAD3 l

KaMaJICKCHH

Pucynok 10 — Cxema OuocuHTE3a KaMaJIeKCUHA.
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N3BecTHO, YTO cojepKaHUE KaMaJeKCHHA 3HAYMTEIbHO YBEITUYMBAETCS B OTBET HA
rpubHyto (Z0ok, 1998) u Gakrepuanbayio (Denoux et al., 2008; Koprivova et al., 2019)
MHQEKINH, a TaKKe Ha MPUCYTCTBHE MouBeHHOro mportucta Plasmodiophora brassicae,
BO30YIUTENS OAHOrO M3 HarOoJiee BPEAOHOCHBIX 3a00jIeBaHUi KpecTolBeTHBIX (Lemarié
et al., 2015). IloJOXHTETBLHBIMA PETYIATOPAMH OHWOCHHTE3a KaMaJICKCHHA SIBJISTFOTCS
TpaHckpunuonueie (Gaktopel MYB34, MYBS51 u MYBI122 (Frerigmann et al., 2015).
Tpanckpunimonsasii pakrop WRKY33 HampsiMyio akTUBUPYET TPAHCKPHUIIMIO T'€HOB
OMoCHHTEe3a KaMaJeKCHHA, CBs3bIBasCch ¢ ux mnpomotopamu (Birkenbihl et al., 2012).
JlonomHuTEBHOE YCUJICHUE TPAHCKPUIIIUU JOCTUTAETCS HIOCPEICTBOM
dochopunupoanus WRKY33 nporennkunazamu CPK5/6 1 MAPK3/6 (Mao et al., 2011;
Zhou et al., 2020).

Tepnenonanl. buoCMHTE3 TEPHEHOUMAHOIO OCTOBAa OCYIIECTBISAETCA M3 JABYX
MPEIIECTBEHHUKOB: n3oneHTeHuanupodocdara W €ro n3omepa —
mumerwiaummupodocdara (Wang et al,, 2019). B renome apabupornicuca ObuTH
oOHapy»KeHbI TeHbl, komupyromme oonee 30 tepmencuntas (Aubourg et al., 2002). Dtu
TeHbl OTBEYAIOT 3a MPEBpAIICHHE PA3TMYHBIX ATHIIBHBIX MPEHUITHUpodocdaToB, TaKUX
Kak repanunnupodocdar (Cho), dapuesunmupodocdar (C1s) u
repanuirepanwinupodocdar (Cy), B MouoTepneHbl (Cig), ceckButepnennsl (Cis) u
nutepnensl (Cyg), cooTBeTCTBEHHO. [l031HEEe OBUIM KIIOHUPOBAHBI U OXapaKTEPU30BaHbI [3-
mupiieH/(E)-B-oMern MOHOTEpIIEHCUHTa3a U JAPYyTrue TePIICHCUHTA3bl, OTBETCTBEHHBIE 32

CHHTE3 JIETY4uX TePIeHoOB Bo BpeMs nBereHus (Bohlmann et al., 2000).

1.10. Bropuunbie meTadommThl Rubia cordifolia
1.10.1. O0mas xapakTepuCTUKA U OCHOBHbIE TPYINIIbI MeTA00JNTOB
CewmeiictBo Rubiaceae nHacuutbiBaeT 0K0JO 13 ThiCAY BHJIOB pACTEHUM, YTO
00yCIIaBIMBAET WX TTOBCEMECTHOE pacmlpocTpanenue, Bkitouas Munuro, Kuraii, [Takucran,
MoHnronuto, onHaKo Hambojee HIMPOKO MpenacTaBurenn Rubiaceae pacnpocrtpaHeHbl B

TpOHH‘ICCKOﬁ KJIMMaTU4Y€CKOM 30HC, SABJIAACH OOHHUM H3 HanOoJIee 3HAYMMBIX CEMEHCTB
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XO3SMCTBEHHBIX M JIeKapcTBeHHBIX pactenuii (Martins and Nunez, 2015). CemelicTBoO
Rubiaceae oOHapyxuBaeT 00jbIIOE pazHOOOpa3He BTOPHUYHBIX META0OJMTOB, TAKUX KaK
UPUIOUIBI, TEPICHOWABI (IU- U TPUTEPIICHBI), MHAOJIBHBIC ATKAIOUIBI, AaHTPAXUHOHBI,
¢dmaBoHOMABI W Jpyrue (HEHOJIbHBIE MPOW3BOJHBIC, MPEUMYIICCTBEHHO OHWOAKTHUBHBIC
ankanouael (Martins and Nunez, 2015). PacnpenencHue BTOPHYHBIX METAOOIUTOB Y
Rubiaceae moaBepkeHO psAay 3aKOHOMEPHOCTEH, KOTOPBHIE YaCcTO HCIONB3YIOTCS IS
YCTaHOBJICHHUSI ~OOTAaHWYECKOTO  TPOUCXOXKICHHWS, ONUCAHUS U  KJIacCH(HUKAIUH
MHOTOYHCJICHHBIX TpejcTaBuTeNiel cemeiictBa (Han et al., 2001). B xauecTBe OCHOBHBIX
XUMHUYECKUX MapKEpOB CeMeHCTBa HauOoJiee YacTO YKa3bIBAIOT MHJIOJIbHBIC AJIKAIOUIbI
(Martins and Nunez, 2015). [TocienHue BCTpEUarOTCs TOIBKO B CEMEWCTBAX, OTHOCSIITHXCS
k nopsanky Gentianales, kyna kpome Rubiaceae otHocaT Takxke cemeiictBa Loganiaceae,
Apocynaceae u Naucleaceae (Deshkar et al., 2008) MumosibHbIe aiKaaou bl BHE MOPsIKA
Gentianales BCTpedarOTCs JOBOJBHO PEIKO, M KOTJAa OHU OOHAPYKUBAIOTCA, 3TO, KakK
MPaBWIO, MPOCTHIE CTPYKTYpbl. B COOTBETCTBUM C COBpPEMEHHOM Kiaccudukaiuen
BBIJICTSIIOT Tpu TojacemerictBa — Rubioideae, Cinchonoideae u Ixoroideae, xaxnupiii u3
KOTOPBIX XapaKTepU3yeTCsl OMPEACICHHBIM MPOQHUIEM BTOPHUYHBIX METa0OJMTOB. Tak,
HampuMep, B mojceMelicTBe [xoroideae mpeBaUpyeT COAEpKaHUE WPHUIOHUIIOB U
TPUTEPIICHOB, y pacTeHuid mnojacemeiictBa Cinchonoideae mnpeoOianaOT alKaIOUIbI
pa3HBIX TPYII C OOJBIIMM COJAEP)KAHWEM WHIOIBHBIX aIKaJIOWI0B, TOT/a Kak B
noacemeiictBe Rubioideae nambGombinasi 10yisi BTOPUYHBIX METAOOJIUTOB MPEICTABIICHA
aHTpaXMHOHAMH M, B MEHBIIIEM KoJinduecTBe, upuaonnamu (Martins and Nunez, 2015).
TunuyneiM ~ mpeacTaBuTeNeM —TojaceMeiictBa Rubioideae  sBisercss  mapeHa
cepauenrctHas (Rubia cordifolia L.), mupoko ucrnonp3yeMas B TpaAUIIHOHHON MEIUIIMHE
Numun m Kutags. DTo MHOTOJIETHEE pAacTCHHE-IMaHAa C OYCHb JUIMHHBIMH, THOKWMH
KOPHSIMM, C TOHKOM KpacHO# otcianBaromeiics kopoit (Wu et al., 1991). Crebau uacto
UMEIOT ITMHHOE, Tpy0oe, 00po3auaToe, epeBIHUCTOe OCHOBaHue. L{BeTku Mernkue, Oesbie
WM 3CJICHOBAThIC, B BEPXYIIECYHBIX METENKaxX WM COIBeTHsAX. [Lmoapl mapoBUmHBIC,

TeMHO-iyprypubie uian uepubie (Deshkar et al.,, 2008). B skctpakrax R. cordifolia
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OOHapy’>KeHbl ~MHOTOYMCJICHHbIE BTOPUYHBIE METAOONMTHI, BKIIOYas  AJKAJIOUbI,
CallOHWHbBI, TAHHUHBI, (DEHOJIBI, TTIUKO3UIbI, (DIABOHOU/IBI, TEPIICHBI, CTEPOUIbI, XUHOHBI U
kaporuHouabl (Humbare et al., 2022). Cpenn XHHOHOB B OCHOBHOM Macce BCTPEYAFOTCSI
[JIMKO3UABl ~ AHTPAXMHOHOB,  BKJIIOYas  |-THAPOKCU-2-METOKCHAHTpaxuHOH,  1,4-
JTUTHIPOKCH-2-METHII-5-METOKCHAHTPAXUHOH, 1,3-TUMETOKCH-2-KapOOKCHAHTPaXUHOH H
pyouamun (1,3-murunpoxcu-2-metmnantpaxuaoHn) (Dosseh et al., 1981). B wmapene
CEpILIETTUCTHON Takke OOHapy>KeHbl AHTPAXUHOHBI MYPIYpPUH U MYHBUCTHUH, KOTOpPbIE
00yCITaBIMBAIOT OKPACKY KOPHEH, TapaHIIMH U aTu3apruH, MHOTOYUCIICHHBIC HA()TOXMHOHBI
u HadToruapoxunonsl (Deshkar et al., 2008; Miyazawa and Kawata, 2006). B umncne
UPUIOUJOB UACHTU(PUIIMPOBAHBI 0-METOKCUTEHUTIO3UIOBAsT KHUCIOTa U €€ MPOU3BOIAHbBIC
(Wu et al., 1991). Beigenensl TtpureprneHounsl pyounpasun A, B u C Bmecte ¢
apOOpaHOBBIMU TPUTEPIICHOMAAMH, TaKUMH Kak pybuapbononsr A, B, C, D, E u F
(Itokawa et al., 1989; Itokawa et al., 1990). Takxe B dKCTpaKTax MapeHbI OOHAPYIKEHBI
neHTanuKmdeckue tputepriensl (Talapatra et al., 1981), adupbl HapTOHHOW KHCIOTEHI
(Hua et al, 1992), a Takxke OWIMKIMYECKAE TeKCANCNTHABI, 00JagaroIIHe

IIUTOTOKCUYECKOW W MPOTHBOOIYyX0JieBoi akTrBHOCTAMH (Deshkar et al., 2008).

1.10.2. BuocuHTe3 aHTPAXHHOHOB B pacTeHusix Rubia cordifolia

HaunGosiee MHOrO4HMCI€HHON TpyNMoid BTOPUYHBIX METAO0OJUTOB y MOJCEMENCTBA
Rubioideac u R. cordifolia, B wactHoCcTH, siBNsIFOTCS aHTpaxuHOHBI (Martins and Nunez,
2015). Ilocneqnue MoOryT oOpa3oBBIBATHCS W3 HIMPOKOTO Kpyra MpPEAIIeCTBEHHUKOB H,
XOTSI MHOTHE OMOCUHTETUYECKUE MPOLECCHI IO CUX MOP HEU3BECTHBI, 0OIIECIPU3HAHHBIMU
SBIISIIOTCA JIBA MyTH OMOCHHTE3a aHTPAXWHOHOB: MOJIMKETUIHBINA (OOHApyXeH y rpuloB U
HEKOTOPBIX BBICIIUX PACTeHMI1) U OOJiee CIOKHBIM XOpHU3MaT/CyKINHUIOCH30MHBIN MyTh,
NPEACTABISIONIMI KOMOMHAIMIO IIMKUMATHOTO M TEPIEHOMTHOTO MYyTeH, KOTOPBIU
peanu3yercs U 'y pacteHuii cemeiictBa Rubiaceae (Han et al., 2001).

B nponecce 6mocuHTe3a aHTPaXUHOHOB (POPMHUPYIOTCS TPU APOMATHUECKUX KOJIbLIA —

A, B u C (Pucynok 11). /Ipa u3 nux (A u B) npoucxoast u3 npoayKTOB MpEBpalleHHA
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IMIMKUMOBOW KHCIIOTHI (XOpHU3MaTa M M30XOpU3MaTa) U O-KEeToriIyTapara ¢ 00pa3oBaHUEM
o-cykuuHmioeH3onHou kucnotsl (OSB) (Leistner, 1981), Toraa kak koibiio C mpoucxoaut

3 umsoneHteHwaudocdara (IPP), yHMBepcanbHOro CTpPOUTEIHLHOTO OJOKa ISl BCEX

HN30IIPCHONUOOB.
IIukumMaTHBIH YT TepnenonaHbIH NYTH
docdoenonnupysar MeBasioHaTHbIiH 2-MeTH/I-)PHTPUT
+ i THiOK0Aa nyTh 4-pocharubriii myTh
Oputpozo-4-pocdar *
Anernn-KoA [lupyBar + a-ruiepaipaeru-3-
[MukumoBas x-ta * ocpar
1-ne3okcu-
Tpukap6onoBast 3-ruapoken-3-
p 1]<3-Ta METUINTIOTAPUI-KOA D'SK%WY%O%-
XopusMoBas K-Ta ~gocgar
ICS l l
MeBanoHoBast Czigi)%‘?%%:
I/Izoxopuamosasé) KS-IT;; 1— a-KeTorgf%TlaDOBaﬂ K-Ta 2 A-nmknomudocdar
0-CyKUMHUIOEH30MHHAA K-Ta \‘\ /
OSBL)|
KoA »¢n HzonenTun
0-CYKLHHUJIOSH30MHOM macpocdar
K-ThI
IPPI“
1,4-quraapokcu- JlumeTrnanun
2-HadToiHas K-Ta i mudocdar

AHTPAXMHOHBI

Pucynok 11 — Cxema 6nocunTtesa antpaxunonoB (Han et al., 2001).

[Tpu GuocunTtese kosien A u B Xxopu3Mar, NOJydeHHbIN 10 MyTH IIMKUMAaTa, CHayaia
npeBpallaeTcs B U30X0pHU3MaT. DTa peakiusl KaTanuupyercsa GepMeHTOM H30XOpU3MaT-
ruApokcuMyTazon, uinu nzoxopusmar-cuHTazor (ICS) (Poulsen and Verpoorte, 1991).
N3o0xopu3maT, B CBOIO O4Yepelb, MPEBPALIAETCS B O-CYKIMHWIOECH30MHYIO KHCIOTY B
OPUCYTCTBUHM  O-KE€TOTJyTapata W THaMuHIHpodocdara. Peakuus Kartanusupyercs

dbepmentom O-cykumaunoen3oat-KoA-cunrazoit (OSBS). OnHuM u3 TpOMEKYTOUHBIX
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MPOJIYKTOB O0pa3oBaHUsl O-CYKIIMHWIOEH30MHON KHUCIOTHI M3 M30XOPU3MOBOM KHUCIOTHI
SABJISIETCS 2-CYKIMHWI-O6-TUIpoKcH-2,4-1TuKiIorekcaanen-1-kapookcunar (Simantiras and
Leistner, 1992). 3aremM mNpoMCXOIUT aKTUBALMS MOJIEKYJIbl O-CyKIIMHHIOCH30MHON
KHUCIIOTHI TI0 alr(aTUYecKoi KapOOKCUIILHOM TpyIile ¢ 00pa3oBaHUEM CIIOXKHOTO 3¢upa C
mosekynmoir  kodm3umMa A (KoA). Oty peaknmro kataimmsupyer depment O-
cykimannoen3oar-KoA-muraza (OSBL) (Simantiras and Leistner, 1992). 3ambikanue
KOJIbIIa O-CYKIMHWIOCH30MHON KuciIoThl ¢ KoA mnpuBomutr k o6Opa3oBanuto 1,4-
auruapokcu-2-aad oo kuciotel (DHNA), kotopas maer madanmo koibilaM A u B B
MoJieKyJie Oyaymiero antpaxuHoHa. JlanpHeimee npenuiaupoBanne DHNA mpuBoaut x
dbopmupoBanuio HapToxuHoHa. DopmupoBanue C KOJbIla OCYHIECTBISETCS MOCPEICTBOM
HUKJIN3alM  MOJIEKYJIbl 00pa3oBaBIIerocsi HaTOXWHOHA B MPUCYTCTBUU H3OMEHTUI
nupodocdara (IPP), koropsiit MOKEeT ObITh MOJMYyYEH U3 MEBaJOHATA (ITyTh MEBAJIOHOBOU
kucnotel) win 2-C-metun-D-sputpuon-4-pochara (MEP), wnu ero m3omepa — 3,3-
muMetnnamun - nupodocpara  (DMAPP). Ha nocneguux cragusix  OMOCHMHTE3a
AHTPAXWHOHBI ~TaKK€ MOTYT TMOJBEPrarbcsi MOAUPHUKANUSIM C TPUCOCTUHEHUEM
TUAPOKCUIBHOM WM METUIBHOM Tpyil K C KOJIbLLy.

DH3UMOJIOTHST OMOCHHTE3a aHTPaXMHOHOB Yy MpeJCTaBHTENeH cemelicTBa Rubiaceae
JI0 CUX TIOp TOJHOCThIO HE u3yueHa. B Hacrosiee BpemMsi OTHOCUTEILHO HEOOJIbIIOE
KOJIMYECTBO CTaJMI ATOTO MyTH YaCTUYHO OXapaKTepU30BaHO Ha YpoBHE (epMeHTOB. Tak,
U3 KyJbTyp KIETOK pacTeHuil cemeiictBa Rubeacae Obutl BbIZCIEH W TOAPOOHO
oxapaktepuszoBan (epment ICS (Lediic et al., 1991, 1997; van Tegelen et al., 1999).
Nzyuen depment OSBS, n30imupoBaHHBIN U3 CYCIIEH3MOHHBIX KYJIbTYpaxX KJIETOK TaKHX
BugoB, kak Galium mollugo, G. verum, G. uliginosum u Morinda lucida (Simantiras and
Leistner, 1989, 1991). Jluraza OSBL Taxxe ObUla OUYHMIICHA M OXapaKTepPU30BaHa W3
AHTPAXUHOH-TIPOIYIUPYIONMX KiIeTouHbIX KyasTyp Galium mollugo (Heide et al., 1982;
Sieweke and Leistner, 1992). ®epmeHTbl, KaTaaU3UPYIOIIME OCTABUIMECS CTAIUU U
oOpazyrolue MpoMeXyTOUHbIe MPOAYKThI, TaK K€, KaK U UX CBOMCTBA, €Ie MPEICTOUT

HCCICAOBATH.
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1.10.3. dapmako0ru4ecKue cBoiicTBa

[Tone3npie cBOMCTBA BTOPUYHBIX META0OJMTOB MapEHBI ISl 3[I0POBbsl 4YEIOBEKa
NOJMyYWIH IIHPOKOE TMpHU3HaHWE Onaromapsi WX UCIHOJIb30BAHUIO B TPATUIIMOHHOM
MeauiuHe. TeM He MeHee MPEeACTaBUTENN CEMENCTBA MapeHOBBIX JIO CUX TOp SBIISIIOTCA
NEPCIIEKTUBHBIMU  OOBEKTaMU Il TOMCKAa OWOAKTUBHBIX COCAMHEHMI, KOTOpBIC
MO3BOJIAIOT CO3J1aBaTh HOBBIC TIpenaparbl IpHPOJIHOTO Tpoucxoxaenus (Pereira and
Meireles, 2010). K nacTosiieMy MOMEHTY CIIHCOK M3BECTHBIX T€pareBTHUCCKHUX d(P(PEKTOB
BKJIFOYACT CBEACHUS 0 MPOTHUBOBOCIIATUTEILHOM, HEHPONPOTEKTOPHOM,
aHTUNPOJIUdEPaTUBHOM, PaHO3aXKUBJISIOIIEM, UMMYHOMOTYJIMPYIOLLEM U
IPOTHBOOITYX0JIEBOM JICHCTBUU SKCTPAKTOB MapeHbl cepatenuctHoi (Ayesha et al., 2010).
B 3aBHCHMOCTH OT MeTO/1a TIOMYyYEHUSI M YaCTH PACTEHUS, UCIIONb3yEeMOM JIJIS TOTYICHHUS
HKCTPAKTA, OH MOXET ObITh 3()(PEKTUBEH /171 JICUECHUS IUapPEU, POTABUPYCHON UHPEKIUU U
BOCHAJIMTENBHBIX TporieccoB (Sun et al.,, 2016; Gong et al., 2017), a Taxke o0nagaTh
KapIUOMPOTEKTUBHBIM M TIPOTHBOOITyX0JIeBbIM cBoricTBamu (Ghosh et al., 2010; Shilpa et
al., 2012; Chandrashekar et al., 2018). CnupToBO# 3KCTpakT KOpHS pacTeHHs o0iagact
AHTUTPOMOOTHUYECKUM H mpoaHruoreHHbM jaericteuem (Chen et al., 2018). HauGonee
OMOAKTUBHBIMM CpeIMd BTOPUYHBIX METAOOJUTOB MAapEHbl SBJSAIOTCS COCAUHEHUS U3
IpyNNbl XWHOHOB, TEPIEHOWIOB, alKajJOWIOB M HMX MPOU3BOJHBIX. DTH COCTUHCHHS
OTBEYAIOT 332 AHTHOKCHJAHTHYIO, MPOTHBOBOCHAIUTENBHYIO W aHTHMIPOIU(EpPaTHBHYIO
OMOJIOrMYECKyI0 aKTUBHOCTh. B pabore Gupta ¢ coaBtopamu (Gupta et al., 1999) us
KOpPHEW MapeHbl CepALETUCTHON BBIJCIMIN BEIIECTBA MOJUIYTHH, (YpPOMOJUIYTUH W
NEeTUapO-o-JanaxoH. AHTPaXWHOH MOJUIYTMH T[IOKa3aJl CIHOCOOHOCTh WHIMOMpPOBATH
MACCUBHYIO KOXHYIO aHA(PWIAKCUIO W MPEJAOTBPAIATh JCTPAHYJISINI0 TYUYHBIX KIETOK Y
KpBIC, IEMOHCTPHUPYSI 3aIIUTHBIN 3P PexT. OH Taxke MPOSIBISIT 3HAYNTEIbHYI0 aKTHBHOCTb
OpoTUB JUM(OUAHOrO Jeiko3a y Mblme. B apyrom wuccriegoBaHud MOJUTYTHH
WHTUOMPOBAJl MPOBOCHAIUTEIBHYI0 MpoAyKiuio xemornutokuHoB (Li et al., 2020). U3
KOpDHS pacTeHHss OBUTM TakKXKe BBIJCICHB (QYpOMOJUTYTHH, KOTOPBIH oOOmazaeT

HpOTHBOBHPYCHOﬁ AKTUBHOCTBIO B OTHOIICHWH BHUPYCA I'CIIATUTA B, U ACTUAPO-0-JIallaXOH.
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[lypniypun — emie OAWMH TPEACTaBUTENb TPYINIbl AHTPAXUHOHOB — OOECTeunBaeT
anTHoKcuaaHTHeIe cBoiicTBa R. cordifolia (Singh et alx., 2020). IIpousBoaHoe myprnyprHa
— TICEeBIOMypITypuH — yiyumaer reomerputo koctu (Wu et al., 2012) u u3buparenbpHO
NPOSIBIISICT MPOTUBOONYX0JIeBY0 akTHBHOCTH (Lajko et al., 2015). [Ipenmonaraercs, uTo
KIIOUEBHIMA  BEIIECTBAMH  MapeHbI, OTBEYAIONMMH 3a  00e300iuBaOImue U
MPOTUBOBOCIIAJIUTEIPHBIC  CBOWCTBA, SBISAIOTCS  ajW3apuH, O-THUIPOKCUPYOHAIMH,
nyprnypus u pyouaaun (Shen et al., 2018). HenaBHO 1oJIydeHbI CBEACHUS O MPUCYTCTBHU
aHTpaxMHOHA MOpHUHJAMapBUHA A, 00JaJarolero MPOTUBOJECHKO3HBIM JCHCTBHEM, B
skcTpakrax R. cordifolia (Humbare et al., 2022). Panee ero mosyyaiu myTeM XUMHUECKOTO
cuHTe3a u3 anu3apuHa (1,2-meTuneHauokcuantpaxuaona) (Chang et al., 1982).

K Hacrosimiemy MoMeHTy uueHTU(durpoBano Oonee 100 BTOpHYHBIX METa0OJIUTOB
R. cordifolia, xotopeie MoryT obecrnieunBaTh TeparneBTHyeckue cporictBa (Chang et al.,
2000; Shan et al., 2016). Tem He MeHee, BBISBICHHEC OHOJOTHMYCCKOW AKTUBHOCTU MU
MOHMMAaHUE MEXaHW3Ma JEHCTBUSA KaXXJI0ro OOHAPYKEHHOTO COCIWHCHHS IPEICTaBIIACT
co0Oll CNOXHYI0 Tpo0JieMy, BeAb MHOTHE U3 JTHUX COCIUHEHUNA OrpaHUYCHbl B
JOCTYMTHOCTH B 3HAUMUTENBHBIX O00bEMax WIM 00JaJal0T CHEeUUPUYHOCTBIO K

OIIPpCACICHHBIM PACTBOPUTCIIAM.

1.11. Bropuunbie MeTadoautbl Aristolochia manshuriensis

Kupkazon  (Aristolochia L.) npuHagmexxur K  OOIIMPHOMY  CEMEUCTBY
Aristolochiaceae, nHacumtThiBatomemy okoso 500  BHIOB,  pacmpoOCTpPaHECHHBIX
NPEUMYIIECTBEHHO B Tponu4eckux u cyorponmueckux pernonax (Neinhuis et al., 2005).
OTH pacTeHUs: U3BECTHBI OJaroapst yHUKAJILHBIM CIIOCO0aM MPUBJICYCHHUS HACEKOMBIX IS
OIBUICHHMSI, UCTIOJIB3YsI IIBETOYHBIA apOMaT U CeNU(DUIECKYIO0 CTPYKTYPY OKOJIOI[BETHHKA.
Tarke mpencrasurenu Aristolochiaceae urparoT posb pacTeHUH-XO35CB IS JTMYUHOK
ompeieNieHHbIX BHIOB Oabodek-mapycHukoB (Murugan et al., 2006). Pactenus pona
Aristolochia Tak»e BBI3BalOT 3HAYMTEIBHBIN MHTEPEC B KaYECTBE UCTOYHUKA MPHUPOTHBIX

CO€)1HH€HPII>1 C JICKapCTBCHHLIMHA CBOfICTBaMPI, K KOTOPBIM OTHOCATCA a30TCOACPIKAIIHC
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MeTaboMuThI, (PIAaBOHOWIBI, JINTHAHBI, TEPIICHOUIBI U CTepoubl. Mcropuuecku, B A3uu
KUPKa30H WCIIOJIb30BaIM B HApPOJHOW MEIUIIMHE I JICUCHUS MIUPOKOTO CIEKTpa
3a00JIeBaHUM, BKJIIOYAsl apTPUT, PEBMATHU3M, CTECHOKApJAUI0 M HH(PAPKT MUOKapna, Kak
CaMOCTOSITENILHO, TaK M B COUCTAHMHM ¢ Ipyrumu pacteHusmu (Lerma-Herrera et al., 2022).
CoBpeMEHHbIE HCCICJOBAaHUS TMOATBEPKAAIOT HUX O(PPEKTUBHOCTH B  KadecTBe
aHAJIIE€THKOB, CPEICTB MPOTUB MAJISIPUH, aHTUOAKTEPUATIBHBIX MPENapaToB U aHTHIOTOB
or 3MmeuHbIX ykycoB (Lerma-Herrera et al., 2022). Tem He MeHee, HCIOJb30BaHHUE
HEeKoTOphIX BHIOB Aristolochia acconumupoBaHo ¢ MOBBIMICHHBIM PHCKOM Pa3BUTHS paKa
MOUYEBBIBOISAIINX MyTeH W MHTEpCTHIHMAIbHOTO (rdpo3a mouek (Grollman et al., 2016),
4TO MPHUBEJO K 3alpeTy MPUMEHEHHUsS MPOJYKTOB, COJEpXKAIIUX KHUPKA30H, B KayecTBE
JICKapPCTBEHHBIX CPEACTB MIIM IHUIICBBIX 100aBOK B 3amajHbiXx crpaHax (Martena et al.,
2007).

PenukToBBI BHJ KHpKa3oH MaHbwWwKypckmid (Aristolochia manshuriensis Kom.),
sHAeMUK (Quiopsl Manswkypun, BcTpedaercs B Kopee, Kutae u Ha roro-socroke Poccun
(Nakonechnaya et al., 2021). DTo pacTeHHe, YbM BBICYIICHHBIC CTEOJU H3BECTHBI B
TPAAULIMOHHOM KHTAWCKOM MeaunuHe nona Ha3BaHueMm ['yanp My ToHr, comepxut psan
3HAYMMBIX XUMHYECKUX coenuHeHuid. K HUM OTHOCSTCS apuctonoxueBbie KUCIOTH |, 11,
Illa, 1V, apucTono3un, apucToIaMu/Ibl, apUCTOJIAKTAMBI, & TAaKXKE aJKaJIOUIbI, BKIIOYAs
MarHo(JIOpWUH, MaHIIYpPHEHUH, TeTpaHapuH u apucrornupuauHoH (Cheung et al., 2006;
Zhang et al., 2006). B kayecTBe mpeANICTBEHHHWKAa B OMOCHMHTE3€ pacCMaTPHUBACMBIX
coequHeHn BbIcTymaeT L-tupo3un. Ilpu »sToM B mporecce mnpeBpamieHus, Kak
(eHaHTPEHOBBIE TMPOW3BOAHBIC, TaK W AJKAIOUAbI MPOMCXOIAT W3 OOIIMX KIFOYEBBIX
POMEKYTOYHBIX MPOIYKTOB, (S)-HOpKoKIaypuHa u (S)-peruxynuna (Cui et al., 2022).

Xots pactenus A. manshuriensiS coaepar apUCTOJIOXHUEBBIC  KUCIJIOTHI,
aCCOIIMMPOBAHHBIE C HEPPOTOKCUYHOCTHIO W KaHIEPOTreHHbIMU dddexrtamu mpu
POAODKUTEIFHOM HCIOJB30BaHUU, OHU TaKXKe SIBISTFOTCS HCTOYHUKOM Pa3HOOOpAa3HBIX
COCIMHEHW C  BBIPQAKCHHBIM  TEpaneBTUYECKUM  moTeHmmaimoMm. Cpeanm  HUX

>

ApUCTOJIAKTaAMbI BBIACIIAKOTCA CBOUM IIPOTUBOOITYXOJICBBIM ,[[eﬁCTBHeM, (I)YHKHI/IOHI/I]:’)YH
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KaK MHTHOWTOpHI HMKIMH3aBUcuMoW kuHa3bl 2 (Hegde et al., 2010). Apucronamun II,
U3BIICYCHHBI W3 CTEOJe MaHHOTO pacTeHHs, TMOKa3al BBICOKYIO 3()(EeKTHBHOCTH B
YMEHBIICHUN BOCIAUTEIBHBIX MPOIIECCOB, BIUSS HA MPOAYKIUIO CYNEPOKCH I-AHHOHOB H
BbiiesieHne odnactasbl U3 HedTpodunoB (Chung et al., 2011). OcoOblii uHTEpEC
NPECTaBIsIeT MarHO(QJIOPUH — alKaJoWJ C IIUPOKUM CHEKTPOM (HapMaKoIOTHUYECKOM
AKTHBHOCTH, BKJTFOYAFOIIEH aHTUIMaOeTUYECKHE, IPOTHUBOBOCIIATUTEIbHBIC,
HelporncnxodapMaKoIOTHIECKHE, UMMYHOMOTYJIUPYIOIIHE, THITIOTCH3UBHBIC,
AaHTHOKCHUJAHTHBIE ¥ POTUBOTPUOKOBBIE cBOIicTBa (Xu et al., 2020). MarnohaopuH Taxxe
IPOAEMOHCTPUPOBAJI CIIOCOOHOCTh CHUKATh MIIEMUYECKOE MMOBPEKICHIE HEHPOHOB KOPHI
TOJIOBHOT'O MO3T'a, YTO MOXKET OBITh CBSI3aHO C aHTHOKCUAAHTHBIM JCHCTBUEM, YTHETCHHEM
ayrodarum u aktuBauuend Meradonmueckoro mytu Sirtl/AMPK (Liang et al., 2022). B
ITOM KOHTEKCTe, aKTyaJbHOW 3ajadeill sBISEeTCS MOIy4YeHHE PACTUTENHHOIO MaTrepuania
A. manshuriensiS ¢ ONTUMalbHBIM  COJCPXKAHHEM IIEHHBIX COCIUHCHUH  IpH
OJTHOBPEMEHHOM MUHUMH3UPOBAHUY KOHIICHTPAIIUH ITOTCHIIUAILHO BPEIHBIX BEIECTB.
Pa3MHOXeHHE KHpPKa30HA OCYIIECTBISIETCS BETETATUBHBIMU YacTSIMU PAaCTEHUH,
CEMCHAMU WM METOJAaMH pereHepanuu Iin Vitro. DTu mporiecchl MOTYT OBITh Kak
BpEeMsI3aTPaTHBIMH, TaK M JIOBOJBHO TpyAoeMKuMH. HecMmoTpss Ha pa3paboTKy
3¢ (GEeKTUBHBIX METOOB pereHepaliu Ui Takux BHIOB, Kak A. indica (Pattar et al., 2012),
A. cathcartii (Sarma and Tanti, 2017) u A. tagala (Remya et al., 2016), nporecchsl
ONBUICHHUSI W OIUIOJIOTBOPEHUSI Yy AITHX PACTEHHH YacTO MPUBOIAT K HEIOCTATOYHOMY
3aBSI3BIBAHUIO TJI0JIOB. [lOTOTHUTEIBHBIEC CIIO)KHOCTH BKJIIOYAIOT OTPAaHUMUEHHBIC pa3Mephl
NOMYJISINI, aHTPONOTCHHOE BIMSHUE W HEJOCTaTOK MNPUPOIHBIX AareHTOB IS
pactpoctpaneHus cemssH (Nakonechnaya et al., 2007). B wuwacTHOCTH, TOMYJISAIUM
A. manshuriensiS cTpaiarT OT IeHETHYECKOro Jpeida, BHI3BAHHOTO YMEHBIIICHUEM HX
PETPONYKTUBHOW M AI(PQPEKTUBHONW UHUCIEHHOCTH, B OCHOBHOM W3-3a JESATEIHLHOCTH
yenoBeka (Koren et al., 2009). Tlostomy pa3paboTka albTEepPHATHBHBIX HCTOYHHKOB
pacTUTENILHOW OMOMACCHI, TAKMX KaK KYJbTYPbl PACTUTEIBHBIX KJIETOK IN VItro, oTKphiBacT

HOBBIC BO3MOYKHOCTH JIJISl IIPOYKIIMK [IEHHBIX BTOPUYHBIX MeTaboauToB A. manshuriensis.
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2. MATEPUAJIbBI U METO/bI

2.1. PacturenbHblii MaTepuas, 0aKkTepuu U MIa3Muabl

B kauyecTBe MCTOYHMKA SKCIUIAHTOB ISl MOJYYEHUS KIETOYHBIX KYyJIbTYp MapeHa
cepauenuctHas (Rubia cordifolia L.) ucionb3oBanu pactenus, coOpaHHbie B AHYYHHCKOM
paiione (IIpumopckuii kpait, Poccus). B pabore Takke HCMOIB30BAIM YaCTH
JUKOPACTYINEH JMaHbl KHpKa3oHa MaHbpwkypckoro (Aristolochia manshuriensis Kom.),
coOpanHoii B Hanexxnunckom paiione I[lpumopckoro kpas. BumoBas npuHaIiIeKHOCTb
pacTteHuil OblIa MOATBEPIKACHA COTpyaHUKaMu oTaena 6otanuku ®HIL buopaznoobpaszus
JIBO PAH. Cemena pe3yxouaku Tans (Arabidopsis thaliana (L.) Heynh.) skoruna Col-0
ObuTM Jr00e3HO TipefocTaBieHbl aokTopoM Jlxen Illun (I'apBapickas MeauUIIMHCKAS
mkona, CIHIA). Cemena mnpopamuBaid B TMOYBE I paccaibl 0 4-X HEAEIbHBIX
MIPOPOCTKOB, BETETATUBHBIE YacCTH KOTOPBIX HMCIOJIB30BAIM MJII BBEICHUS B KYJIbTYpPY
in vitro.

B mpouecce MONEKyJIIpHOTO KJIOHUPOBAHUS, a TAKXKE JIJIS BBIIEICHUS TUIa3MUIHOU
JTHK wucronp3oBanu mramMm kuieuHor naigouku (Escherichia coli) XL1-Blue (EBporen,
Poccust), uMeromuii XpOMOCOMHBIM MapKep YCTOWYMBOCTH K TeTpauukiauny. Jlns
TreHEeTUYECKOW TpaHchopMallid PACTEHUN U KJIETOYHBIX KYJbTYP MCIOIb30BAIM IITAMMBI
arpo0akTepuu Rhizobium radiobacter GV3101 U EHA10S. Itamm
R. radiobacter GV3101 umeeT XpOMOCOMHBIH MapKep YCTOWYHMBOCTH K AHTHOHOTHKY
pudaMIUIMHY, a TaKKe HeceT 00e3opykeHHyto Ti-masmuay pMPIORK, koaupyromryio
VIr-reHsl 1 MapKep ycToiuuBocTH K reHtamununy. llltamm R. radiobacter EHA105 taxxke
MMEET XPOMOCOMHBIN MapKep YCTOMYMBOCTU K pU(AMIUIIMHY, & BCIOMOTAaTEeIbHOU B TOM
mTaMMe sBisseTcs Iuiasmuaa PTiB0542, u3 kortopoi Oblia ynanena oOnacte T-JIHK.
bakTepuanbHpie mTaMMBl ObUTM JIFOOE3HO TIPENOCTaBIEHBI JOKTOpoM Onmzabder Xyn
(YuuBepcuret mrata Apkanzac, CIIA).

B kauecTBe OWHApHBIX BEKTOPOB B OOJBIIMHCTBE WCCICJOBAHUN BBICTYHAIN
wiasmMuael Ha ocHoBe pPCVO002 (Koncz, Schell, 1986), necymme OenoK-KOAMPYOIIUE

qactu rTeHoB rol w3 mramma R.rhizogenes A4 (Pucynox 12). Ilnazmuusl
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pPCV002/35S:rolB u pPCV002/35S:rolC xoaupoBaiiu, COOTBETCTBEHHO, TeHbl M0IB u rolC

o KoHTpojeM mpomotopa reHa 35S pPHK Bupyca mo3zamku nBetHo#t kamycthl (35S
CaMV). [Tnazmuger pPCV002/rolA u pPCV002/rolABC conepxanu ren rolA u gparment
T.-JIHK, Bxmouatomuii Tpu redHa rolA, B u C mox KOHTpoieM HX COOCTBEHHBIX
npomotopoB. Kpome Toro, B pabore wucnompzoBaiu myctoid Bektop pPCV002, ne
cogepxkammii reHoB rol. Bce mmasmmmer pPCV002 umeroT Mapkep yCTOHYMBOCTH K
aMIUIWINHY, a B KayeCTBE PACTUTENIBHOTO CEJIEKTUBHOTO MapKepa Ccojep>KaT I'eH
HEOMHUIINH dochoTpanchepass nptll, obecrieunBaroNINi YCTONYUBOCTH
TpaHC(OPMHUPOBAHHBIX KJIETOK K KaHAMHMIIMHY. Bce omurcaHHbE KOHCTPYKUUHU IOJTyYEHBI
panee (Spena et al., 1987) u ObuIH T100€3HO MpeAocTaBiIeHbl JoKTopoM AHmKkeno CreHa
(Yuusepcuret Beponsl, Utanus).

Kpome Toro, Ha oTAEIBHBIX Tanax padOTHl UCIOJIb30BaAIM OWHApHBIN BeKkTOp pPZP-
RCS2 u cooTBeTcTBYIONIYIO €My dKcIpeccrnoHHyro tiasmuay PSAT6/EGFP-N1 (Tzfira et
al., 2005), xoropeie ObBUIM TONYyYEHBI W3 Jlaboparopuu JokTopa Buramms IluroBcku
(Yuausepcuter Ctonu bpyk, CIHIA). Bektop pPZP-RCS2 comepxut neTepMUHAHTY
YCTOMYMBOCTU K CTPENTOMULMHY M CIEKTUHOMHIMHY, a B oOnactu T-IHK komupyer
Mapkep ceiekuuu pacteHuid Nptll v yHUKabHBIE CAaWThl y3HABAHUS KPYIMHOUICTISIITNX
pecTpuKTas, MpeaHa3HauYeHHBIC IS KIOHUPOBAaHHUS SKCIIPECCHOHHBIX KacceT. [lmasmmma
PSATE/EGFP-N1 numeer mapkep yCTOWYMBOCTH K aMIMIMUIMHY M COACPIKUT IPOMOTOP U
tepmuHatop 35S CaMV, Mexay KOTOpPBIMH pacloJiaraeTcsi YYacTOK TOJUJIMHKEpa H
KOAMPYIOMIAasi TOCIEN0BATEIbHOCTh YCHIGHHOTO 3€JeHOro (uIyopecieHTHOro Oerka

(EGFP); skcripeccnonHas kacceta (IaHKMUPOBaHA CaliTaMU KPYITHOIICTIAIIMX PECTPUKTA3.
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Pucynok 12 — Cxema crpoenus obnactu T-IHK mnasmua pPCV002, koaupyromux
reabl rol. A — mimasmuma pPCV002/35S:rolB, Hecymias ren rolB; B — mimasmmza
pPCV002/35S:rolC, necymas reu rolC; B — mrasmuna pPCV002/rolA, Hecyiias reH rolA;
I' — mmasmuga pPCV002/rolABC, necymias renst rold, rolB u rolC. pNOS — npomoTtop
rena HonanuHcuHTa3bl; NPTl — rer neomumua-dochorpanchepassr; tOCS — repmunaTop
reHa okronuHcuHTa3bl; P35SCaMV — npomotop rera 35S pPHK Bupyca mo3anku niBeTHON

kamycTsl; tINOS — TepmunaTop reHa HonanuacuHTasbl, LB u RB — neBas u npaBas rpanuia
obmactu T-JIHK. B mrasmumax pPCV002/rolA u pPCV002/rolABC rensr rol maxoasrcs
110J1 KOHTPOJIEM COOCTBEHHBIX IPOMOTOPOB U TEPMUHATOPOB.
2.2. Co3naHue BeKTOpPA ISl AHAIHU32 BHYTPUKJIETOYHOM JIOKATH3ALUH
oeaka RolC

Jns  um3ydeHuss BHYTPHUKJIETOYHOM Jjokanmu3anuu Oenka RolC  ucnonb3oBamu
NPWKU3HEHHBI  TEHETHYEeCKH  KoaupyeMblii  dmyopecuenTHeii  mapkep EGFP,
[TomHOpa3MepHYIO KOAMPYIOIIYIO MocienoBaTenbHocTh reHa rolC (Homep nmoctyma B
GenBank X03433) mnosywyanum MetomoM mnoiauMepasHod nemHoit peakmuu (IILP) c
ucnonb3oBanuem miasmuaaoit JJHK pPCV002/35S:rolC u cnienmduveckux mpaiimMepos:
npsmoro 1olC-D 5-TAC GAA TTC ATG GCT GAA GAC GAC CTG TG-3' (mog4epkHyT
caiit pectpukiuu pepmenta ECORI) u obpatnsiii rolC-R 5'-TAC GGG CCC GCC GAT
TGC AAA CTT GCA CT-3' (momuepkHyT caldT pectpukuuu ¢epmenta Apal).
Crneunduueckuii [1IP-bparment mmmuoit 540 m.H. HapabaThIBaIM C MOMOIINBIO Habopa
Encyclo Plus PCR kit (EBporen, MockBa) B COOTBETCTBHH C PEKOMEHIAIIUIMU
npousBoauteins. [Ipoxykter TP obpadateiBanu pectpukrazamu ECORI u Apal (Thermo

Scientific, CIIIA) w JawrupoBaJidi B Te JKE€ CaWThl JIMHCAPU3OBAHHOM ILTa3MH/IbI
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pSAT6/EGFP-NL1. DKCIPECCUOHHBIC KaCCETHI, coJieprKallye KOJUPYIOITY IO

nocienoBareabHOCTh TeHa I0IC, cauTyro B ONHOW paMKe CUMTBIBAHUSA C
nocieaoBarebHOCTRIO reHa EGFP u3 miasmuaer pSAT6/rolC-EGFP, a taxke otnenbHbBINH
rei  EGFP w3 mmasmuaer PSATGE/EGFP-N1, ¢naHkupoBaHHBIE MPOMOTOPOM U
tepmuHatopoM 35S CaMV, Beipe3anu ¢ MOMOIIBIO KpyITHOILIEMsIe pectpukTassl Pl-Pspl
(New England Biolabs, CIIIA) u nurupoBajgyi B TOT € CaWT JIMHEAPU30BAHHOTO
ounapHoro Bekrtopa PPZP-RCS2. Iloayuenneie koHcTpykuuio PPZP/rolC-EGFP wu

pPPZP/EGFP (Pucynok 13) mpoBepsumi ¢ IOMOIIbIO CCKBEHUPOBAHUS.

tOCS NPTII pOCS t35S8 GFP rolC  p35SCaMV
Av—m 1 ——eC K
toCs NPTII  pOCS t35S GFP p35SCaMV
B Lo—R e [ J—=»

Pucynok 13 — Cxema crtpoenusi oonactu T-JIHK momydeHHBIX peKOMOMHAHTHBIX
wiazmua. A — iazmuaa pPZP/rolC-EGFP, necymas ren rolC, ciuteiit ¢ renom EGFP; B
— mnasmuaa pPZP/EGFP, necymas ren EGFP. pNOS — npoMoTop reHa HOMaIMHCHHTA3HI;

tNOS — tepmunaTop rena nonanuHcuHTasbl; NPTl — ren neomunuu-dochorpancdepassi;
pOCS — npomotop reHa okronuHcuHTasbl; tOCS — TepMHUHATOP T€HAa OKTOMMHCUHTA3HI;
p35SCaMV — mpomotop rena 35S pPHK Bupyca mo3zamku 1BeTHOW KamycThl; t35S —
tepmunatop reHa 35S pPHK Bupyca mozauku 1nBetHo#t kamyctel; LB u RB — neBas u
npasas rpanuna oonactu T-JIHK.
2.3. KyabTuBupoBaHue u Tpancopmanus 6akTepuii

bakTepun KynbTHBUpOBaANIM Ha nuTatenbHOM cpene LB, conepxkameii 10 r/n NaCl, 10
I/n1 menToHa W 5 /1 ApoxxkeBoro skctpakra, pH cpenwl cocrtaBmsan 7,0-7,5. Ilpu
HEOOXOIUMOCTH B cpeabl a00aBisian arap B koiumdectBe 12 1/ Kietkm E. coli
KyJbTUBUpOBay npu 37°C B TeyeHne HOYHM, a mraMMbl R. radiobacter BeipamuBanu npu
28°C B TeueHUE JBYX CYTOK.

st TpancopManuu OaKTepuid TEHETUYECKUMH KOHCTPYKIMSIMH HCIIOJIb30BAH

npsiMbie MeTo 16l TiepeHoca. Kitetku E. coli Tpanchopmuposanu ¢ momoripio CaCl,-meTona
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(Dagert, Ehrlich, 1979), a xnerku R.radiobacter metomom »sieKTporopanuu ¢

ucnonb3oBanuem Gene Pulser Xcell (Bio-Rad, CIIIA) B cOOTBETCTBUH C pEKOMEHIAIMSIMH
npousBoauTesss. OTOOp TpaHCHOPMUPOBAHHBIX OAKTEPUH OCYIIECTBISUIM HAa TBEPIBIX
NUTATeNbHBIX cpemax LB ¢ jmoOaBineHumeM  aHTMOMOTHKOB, COOTBETCTBYOIIUX
CEJICKTUBHBIM MapKEPHBIM I'eHaM Iuta3Mu (raaBa 3.1.): aMOMIMIUIMHA, CTPENTOMHUIIMHA

wid cuektuaoMumaa 1mo 100 mr/i.

2.4. llosryueHue MOAETbHBIX KJIETOYHBIX KYJbTYP U PacTeHUid
2.4.1. Kanaycusle kyasTypbl Rubia cordifolia

KonrponbHas kamrycHas kynbrypa R.cordifolia (R) Obuia momyuena u3 creOsei
cBexkecoOpanHbIx pactenuii (Mischenko et al., 1999). TpaHcreHHbIC KaJTyCHBIC KYJIBTYPBI
OBLITM TTOJTYYEHBI U3 TEX )K€ IKCIUIAHTATOB METOJIOM arpoOaKkTepualbHON TpaHchopmaluu
¢ wucnois3oBanueM IrammoB R. radiobacter GV3101, coxmepikammux KOHCTPYKIHH
pPCV002/rolA, pPCV002/35S:rolB u pPCV002/35S:rolC (Pucynox 12). Jlunuwm,
skcnpeccupyromue red rolA (RA), rolB (RB) wm rolC (RC), orOupamu ¢ mOMOIIBIO
CEJICKIIMU Ha MUTATENIbHBIX cpefax ¢ jgobasiaeHueM 50 mr/n kaHamunuHa (Bulgakov et al.,
2002). Kmerounsle kynasTypbl R, RA, RB u RC Opumm mo06e3H0 MpeaocTaBiIeHbl IS
aHanu3a cotpyaHukamu y1ad. omonmxkenepun @OHI[ buopasznoodpaszus JIBO PAH H.c.
Yepuomen I'K. u 1.6.1H. bynrakoseim B.II. Kynstypst RB u RC Obutn mpencraBieHsb
TeTEPOTCHHBIMA TKAHSIMH, COCTOSIIUMH W3 KJICTOYHBIX arperaToB JKEJITOTO, TEMHO-
YKEITOrO0 W OpaHkeBOro I1BeTOB. C MOMOINILI0O MHOTOKPATHBIX MEPECcaJoK OJHOTHITHBIX
arperaToB OBLIM TIOJYYCHBI YCTOWYMBBIC JMHUW, OTJIMYAIOIINECS WHTECHCUBHOCTBIO
OKpacku. MoeKynsipHBbI aHalu3 TMOKa3ald, 4yTo IBeToBas AuddepeHnumanus JTUHUN
CBsI3aHA C PA3IMYHBIM YPOBHEM JKCIPECCUM TPAHCTEHOB, B COOTBETCTBUU C KOTOPHIM OHU
osmn 0603Hauensl RBL, RBM, RBH uinu RCL, RCM, RCH (L — low, M — medium, H —
high) (Shkryl et al., 2008). Takxe ¢ ucnosabp3oBanueMm mTamma R. radiobacter GV3101,
coaepxamiero koHctpykmuto PPCV002/rolABC (Pucynok 12), mo metoxy Bulgakov et al.
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(2002) Obu1a MOydYeHa TpaHCTeHHAs KaJTyCHas KyJbTypa, SKCIPECCUPYIOas COBMECTHO
rensl FOlA, rolB u rolC (RABC) (Shkryl et al., 2008).

Kammycer R. cordifolia kynsTuBHpOBany Ha MoauduIupoBaHHOU cpeae Mypacuru u
Ckyra (Murashige, Skoog, 1962), B kotopsix koHueHTpauss NH4sNO;z; Obuia cHukeHa 10
400 mr/n. Cpenpl Taoke coaepxanu 20 mr/i caxaposbl, Buramuabl 0,2 mr/a Bl (Tmamun),
0,5 mr/n B6 (mupunokcun) u 0,5 mr/n PP (HuKoTHHOBAs KHCIIOTA), @ TAKKE PACTUTEIIHHBIC
ropMmoHbl 0,5 mr/n 6-6ensunamubonyputa (BAII) u 2 Mr/in o-HapTUIYKCYCHON KUCIOTHI
(AHY), pH cpenpl cocrasmisin 5,6-5,8. CycnieH3MOHHbBIE KYJbTYpPbI BbIPAILIMBAIN B KUIKOU
cpene Toro xe coctaBa mpu 100 06/MUH B TEMHOTE C MHTEPBAJIOM MEXAY nepecaakamu 14
JTHEH.

JUis  SKCIIEpUMEHTOB IO BO3JCHCTBUIO TEMIIEpAaTypHOTO CTpecca, KaJuTyCHBIC
KyJIbTYpbl BBIpAIIMBAIN MPU TMOBBIIMICHHOW WM TOHWKEHHON TeMIeparype B TEUCHHUE
BCEro mnepuojia KyJapTuBUpoBaHus B kauMarndeckoi kamepe KC-200 (Cmonenckoe CKTh
CI1Y, Poccust). ConeBoit crpecc uHaynupoBaiu nobasienuem xiopuaa Hatpus (NaCl)
HEIMOCPE/ICTBEHHO B TUTATEJIbHBIC CPEIbl Ha CTAaIuW UX MPUTOTOBJICHUS. J[ns Kaxmoun
KJIETOYHOMW JIMHUYU WCIOJIb30Balii HEe MeHee 10 OTAeNbHBIX KaTyCHBIX arperatoB Ha OUH
BAapUAHT OMNBITA, KAXKIBIA U3 KOTOPHIX B3BEIIUBAIN CTEPHIIBHO MPHU MOMOIIH JIEKTPOHHBIX
BecoB. B koHIIe maccaxka, ChIpOM BeC KaKJOTo arperara u3Mepsuid Ha SJIEKTPOHHBIX BECax
U ucrnoyib3oBan s Beiaenennss PHK wmm cymmmm it mpoBeneHUs XUMHUYECKOTO

aHaJIn3a.

2.4.2. Kannycusie kyasTypbl Arabidopsis thaliana
KontponbHast kietounas kynbTypa A. thaliana (At) Obuta mosydeHa W3 JIMCTOBBIX
9KCIUIAaHTOB 4-X HeaeabHbIX MpopocTkoB mo Metoxy Shafi et al. (2015). Tpancrennbie
KaJTyCHbIC ~ KYJBTyphl OBUIM TOJyYEHBI M3 TEX JK€ OKCIUIAHTATOB METOIOM
arpoOakTepuanbHO TpaHchoOpMaIlk ¢ KCIOJb30BaHHeM mTamMMmoB R. radiobacter
GV3101, coxepxamux koHctpykuuu PPCV002/35S:rolB u pPCV002/35S:rolC

(Pucynok 12). Ot00p TpaHCICHHBIX KJICTOYHBIX arperaToB OCYIISCTBISUIA  Ha
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NUTATENBHBIX Cpeax ¢ gobaBineHueM 50 Mr/ja KaHaMHUIIMHA B TeUeHHE Tpex nmaccaxkein. Kak
U B ClIy4ae ¢ KyJbTypaMu MapeHbl, r0IB- u rolC-tpaHcreHHbie KynbTypbl apaOuorncuca
(AB u AC, cooTBETCTBEHHO) B JaibHelIeM audQepeHIrpoBaIn mo MOpHOIOTHIESCKUM
MpU3HAaKaM Ha JIMHUU C HU3KUM, YMEPEHHBIM U BHICOKUM YPOBHEM 3KCIPECCHH TPAHCTEHA
(ABL, ABM, ABH u ACL, ACM, ACH, cootBercTBeHHO0). Kaytychl KyJIbTHBHPOBAJIA Ha
monupuuupoBanHoii cpeae Mypacuru u Ckyra c pobaenenuem 0,4 wmr/nm 2,4-
TUXJIOpPEeHOKCUYyKCycHOM Kuciaotel (2,4-J1), B TemuHore mpu 24°C ¢ 21-nHEBHBIMH
UHTEpBalaMu MEXIy rnepecagkaMyd. CyCeH3HOHHBIE KYJbTypbl BBIPAIIMBAIN B KUJIKOU
cpene Toro xe coctaBa mpu 100 06/MHUH B TEMHOTE C HHTEPBAJIOM MEXIY nepecaakamu 14
IHEH. OKCIEepUMEHTHl [0 BO3JCHCTBHIO a0MOTHYECKHMX CTPECCOBBIX (PAKTOPOB Ha

KJICTOYHBIC KYJIbTYPbI apa6nz[0ncnca ITPOBOJUJIM KaK OITMCAHO BBIIIC.

2.4.3. Tpancrennsnlie pacrenust Arabidopsis thaliana

Tpanchopmanmio pacteHuii apabujoncuca MNPOBOAWIM METOJAOM IOTPY>KEHUS
nBerouHblx mouek (Clough et al., 1998). Jng wuaeHTHQHUKAIMKM IPEANOIaracMbIX
TpaHC(OPMAHTOB HCIIOJIB30BANIM CEJCKIMI0O CceMssH 1 Ha TUTaTeNbHBIX Cpelax C
nobaBnenreM 50 MI/1 KaHaMULMHA. YCTOMYMBBIE PACTEHHUS TMEPEHOCWIM B TPYHT U
KyJbTUBUPOBAIM JI0 co3peBaHusi ceMsH. [lomydeHHbie cemena T2 Takke MPOBEPsUIM Ha
YCTOMYMBOCTh K AHTUOUMOTHKY, TMOCJE YEro YCTOWYMBBIC PACTCHUS aHAIMU3UPOBAIM Ha
Hanuuue T-JIHK. [{nsa ganpHelero anaan3a UCIoJb30BaJIM TOMO3UTOTHBIC TMHUM B2, BS
u B13, y koropsix Habmoaanocs 100-mpoiieHTHOE popacTanue 13 ceMsiH B IPUCYTCTBUH
KaHaMulMHa. PacTeHus BbIpammBaiu Ha Oe3ropmoHanbHOUM cperae Mypacuru u Ckyra,
coaepxaieit 10 mr/n caxapossl, ipu 24°C npu CBETOBOM peXUME JieHb 16 u\HOuYb 8 u B

Teyenue 6—10 Heaens.

2.4.4. Tpanchopmuposannbie kopuu Aristolochia manshuriensis

KoHnTponbHas HeTpancpopMuUpoBaHHas KajulycHas KyibTypa (Al) Obuia monydeHa
panee u3 oxnosetHux credmeii A. manshuriensis (Bulgakov and Zhuravlev, 1989).

Kamnycsl Al kynpTUBHpOBaiM Ha MoauduuupoBaHHOU cpene Mypacuru u Ckyra c
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noo6asnenuem 1 mr/n BAII u 1 mr/n ungon-3-ykcycnoit kuciorsl (MYK) B TeMHOTE mipu
25°C ¢ 30-1HEeBHBIMU UHTEPBAJIAMHU MEXTY MEepECcCaKaMu.

Jlna momydenust TpaHC(HOPMUPOBAHHBIX KOPHEH, SKCILIAaHTHI YEPEUIKOB, JIUCTHEB U
crebyeli u3 3-HemenbHBIX HPOpocTKOoB A. manshuriensiS MHOKYJHUpPOBAJIM IITaMMaMHU
R. radiobacter GV3101, wecymmmu Ounapuble Bektopbl PPCV002, pPCV002/rolA,
pPCV002/35S:rolB u pPCV002/35S:rolC (Pucynox 12). OT60p TpaHCTEHHBIX KIETOYHBIX
arperaToB OCYHIECTBIISUIM Ha MUTATEIbHBIX cpeAax ¢ pobaBieHueM S0 Mr/i1 KaHaMUIIMHA B
Te4eHue Tpex naccaxked. Ha cragumm cenexuuu ObUIO OOHApYKEHO, YTO TEPBUYHBIC
KaJuychl, TpaHcopmupoBanHbie reHamu FOIC u rolB, Obutd CHOCOOHBI CIIOHTAHHO
0o0pa30BbIBaTh aJBEHTUBHbIE KOpHU. KOHUMKHM 3TUX KOpHEW OTIEISIM OT KaJLTyCHOU
Macchl U MEPEHOCWIN B KUJKYIO cpeny Mypacuru u Ckyra ¢ poGasienuem 0,5 mr/n
uHpon-3-maciusgHon  kucinorel  (MMK)  nans panbHemero  CTUMYJIHPOBaHUS
KopHeoOpa3zoBaHus. [lomyuyeHHble TakuM o00pa3oM TpaHCPOPMHUPOBAHHBIE KOPHEBBIE
muauu AC u AB, KynbTHBUpOBaJIM Ha opOuTansHoM 1ueiikepe (100 06/mun, ammiutyaa 20

MM) B TeMHOTe nipu 25°C ¢ 28-THEBHBIMU MHTEPBATIAMH MEXKTy IepeCcaKaMH.

2.5. Boinesnenne JIHK, PHK u cunTe3 nepBoii nenu k/IHK

Brigenenne JIHK u3 pacTuTenbHBIX TKaHEW M KyJbTYp KIETOK OCYLIECTBIISIIIM C
nomoipio Habopa ExtractDNA (EBporeH, Poccusi) B COOTBETCTBUM C PEKOMEHIALUIMHU
npousBoautend. I[lnasmuanyro JJHK Beimensiim ¢ nmomoursto Hadbopa Plasmid Miniprep
(EBporen, Poccusi) B COOTBETCTBHMM C PEKOMCHJAIMSAMHU TPOU3BOAMTENS. BrineneHue
cymmapuoi PHK wu3 pacturensHbiXx 00pa3loB MPOBOAMIM C MOMOIIBIO METOJa,
aJaliTHPOBAHHOTO Il pabdOThl C TKaHAMU C BBICOKUM COJIEP)KaHUEM BTOPUYHBIX
metabonutoB (Bekesiova et al., 1999). Ceexyio Tkanp (200 Mr) pactupand B
oxJiaxaeHHoN (papdopoBoit CTyIKe C KUIKUM a30TOM U cMmemmmuBanu ¢ 1 M Oydepa as
sKcTpakiuu. [lomydeHHbIil roMOreHaT HHTEHCUBHO MEPEeMENINBaIl U UHKYOUPOBAIH MPU
65°C B TeueHue 5 MHMH mociie 4ero oOpadaThiBaJid paBHBIM 00BEMOM Xjopodopma. s

pazaenenust a3z nmpoOupku LeHTpudyrupoBaiu npu Temieparype 4°C co CKOpPOCThIO
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20000 o6/mMun B Teuenue 10 muuyT (uentpudyra 5417R; Eppendorf, I'epmanus). K

BoaHON (pase mobaBmsumm 1/4 oobema 10 M LICI, ob6ecnieunBaromero ocaxaenne PHK B
teueHue 8—16 gacos npu 4°C. [Tocne naKyOammu oopaszen nentpudyruposanu mpu 4°C co
ckopocTeto 20000 o6/MuH B Teuenue 20 muH i1 GopmupoBaHus ocaaka PHK.
[Tonyuennsiii ocagok npoMbiBasid 70% 3TUIIOBBIM CIIUPTOM M TMOCJE KPAaTKOBPEMEHHOTO
BBICYIIMBAHUSl PACTBOPSJIM B 25 MKI CTEpWIBHOW JE€MOHU30BAaHHON BojAbl. OOpasiibl
HYKJIEUHOBBIX KHCJOT aHAJU3UPOBAIM IyTEM AJIEKTPODOPETHUECKOTO pas/ieleHus
oopaznia B 1% reme Ha OCHOBE arapo3bl C OKpallMBaHUEM OpPOMHUCTBIM STHUAMEM
(0,5 mr/m). KonreHtpanuio omnpenessiin crnekrpodoromerpudeckn Ha BioSpec-nano
(Shimadzu, Snonus) npu JuMHE BOJTHBI 260 HM.

Cunre3 neppoi nenu kommieMmentapHoit /IHK (x/IHK) mpoBonunu mpu nomouiu
Habopa Juig oOpatHoM TpaHckpunuuu (EBporen, Poccusi) corimacHo mnpoTOKOIY
npousBoautens. Peakuuio mpoBoawin B oObeMe 25 MK, coaepkameMm 1-5 MKr
cymmaproir PHK u 1 mMxM omuro(dT);s mpaiimepa. Cmeck uakyOupoBaym nipu 70°C B
TEYEHHE 5 MHUH MOCJIE Yero OXJaXJIadu M J00aBisiM 2'-1e30KCUPUOOHYKIEO3UI-S'-
tpudocharer (ANTP) ¢ xoneuHod koHueHTpammerdr 1 MM kaxaoro u oOpaTHYFO
TpaHcKkpunTazy Bupyca Jneiikemun wmbimed (M-MLV) B komuuectBe 10-20 en. Cmech
UHKyOupoBasiu B TeueHue 60 muH npu 37°C, mocie 4Yero peakiHi OCTAHABIMBAIH
nporpeBanueM cmecu B TeueHne 10 munyT npu 70°C m oxnaxknanu Ha apay. [lonydeHHsie

npenapatsl K/IHK pazBonunu B ctepunbhoit Boje (1:5, 06/00) u ucnonszoBanu st [TLP.

2.6. XuMHYeCKHii aHAJIN3 KJIETOYHBIX KYJbTYP
2.6.1. AHasiu3 BTOpHYHBIX MeTabouToB Rubia cordifolia
BricymienHsle U u3MenbyeHHbIe 00pa3ibl KamurycHor Tkanu (50 mr) cmaumsanu 0,2
wit 5 H. HCI u skctparupoBanm 2 Mt 3TaHOMa C MCIOJIB30BAaHUEM YJIBTPA3ByKOBOW OaHU
Elmasonic S 10H (Elma, Tepmanus) mpu 40°C B Teuenue 10 wmun. Ilocme
uentpudyrupoanus npu 10000 o6/mun B Teuenre 10 MuH oOpasibl GUIBTPOBAIN YEpeE3

0,2 MkM mouTeTpadTOPITUICHHOBYIO MeMOpany (Supelco, CILIA).
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AHaIM3 aHTPAXWHOHOB B JKCTpakTax KiIeToK R. cordifolia mpoBoaumu MeToa0M
BOXX B coueraHun ¢ Y@P-AETEKTUPOBAHUEM U MAacCC-CIEKTPOMETPUEN C MOMOIIBIO
cuctembl LCMS-2020 (Shimadzu, SAnonwms). Pa3menenwe mnpoBOIWiIM Ha KOJOHKE
Discovery HS C18 (150 x 2,1 mm, pasmep uactun 3 wmxMm; Sigma, CIIA) ¢
UCIIOJIb30BaHUEM rpaaueHTa ykcycHas kuciora (0,1%):merunuuanug ot 10% mo 100%
MeTuIIanuaa B Teuerne 10 MmuH mpu ckopoctu motoka 0,2 mi/mun u temmeparype 40°C.
Macc-cnekTppl ~ CHUMajdud  METOAOM  JJIEKTPOPACHbUIUTEIBHOM  WMOHM3ALMU  MpHU
aTMoc(epHOM JaBJICHHUM B pEXuUMe OTpuuaTtenbHbix HoHOB (1,50 kB) B amamasone
3HAYeHUH Macchl K 3apsay (m/z) 100-800. AHTpaxWHOHBI HACHTU(GHUIIMPOBATIH ITyTEM
CpaBHEHUSI MX BpEMEHHM ynaepxuBaHus, npoduneir Yd-abcopOuuu M JaHHBIX Macc-
CTHEKTpa C TaKOBBIMHU JIs CTaHAApTHBIX oOpa3ioB. CTaHmapTHBIE 00paslibl MypIypHHa,
MYHBUCTHHA, aJIU3apUHa U PyOEPUTPUHOBOM KUCIOTHI OBUIH BBIJCICHBI U3 KYJIBTYP KIETOK

R. cordifolia panee (Mischenko et al., 1999).

2.6.2. Ananu3 BTOpHYHBIX MeTabouToB Arabidopsis thaliana

Bricyniennbie U u3MenbueHHbIe 00pa3isl KautycHou TkaHu (100 Mr) skcTparupoBaiu
2 mn 70% MeTaHOJIa ¢ UCHOJIB30BaHUEM YibTpa3BykoBod Oanum Elmasonic S 10H mpwu
40°C B teuenue 20 muH. O6paboTaHHBIE SKCTPAKTHl MHKYOUPOBAJIM B TEUCHUE HOUYHU TIPH
KOMHATHOM Temneparype, neHtpudyruposanu npu 15000 o6/mMun B TeueHue 10 MUH U
¢unpTpoBasin  yepe3d 0,2 mxm wmemOpany PTFE (Supelco, CIIA). Cynepnarast
OT(UIBTPOBBIBAIA, a OCAJOK IOBTOPHO HKCTPArMpoOBajd aHAJOTHYHBIM oOpazoMm. B
KaueCTBE BHYTPEHHETO CTaHAapTa B 00pa3ibl JOOABISUIM TIIHOKO3MHOJIAT cuHUTpuH (0,1-
0,5 mM; Sigma, CIIIA). AmukBoTeI 1m0 2 MKI HCmoab3oBamu s BD)KX-anaamsa
(1aBOHOMIOB M KaMaJIeKCHMHA, @ alTMKBOTHI IO 1 MJI MCIIONIB30BAIM I AeCyb(aTaluu 1
UACHTU(DUKAIINH TITFOKO3WHOJIATOB.

[Tpouenypy Aecynbdaranuyu MPOBOAWIN C MCHOJIB30BAaHUEM HOHOOOMEHHBIX MHHU-
KOJIOHOK, B COOTBETCTBUHU C OMNMUCaHHBIM B jmTeparype meroaom (Kastell et al., 2013;

Mewis et al., 2005) ¢ ucnons3oBanueM DEAE Sephadex A-25 (GE Healthcare Bio-
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Sciences AB, HIeerus). OOpasibl HaHOCWIM ABYMs mopiusamu 1o 0,5 mui, mocie 4ero
KOJIOHKH JBaXJbl MpoMbIBaNiM 1 mu1 Hatpuii-aneratHoro O0ydepHoro pactBopa (20 MM,
pH 4,0). MoHOOOMEHHBIE KOJIOHKH MHKYOHpoBaiu ¢ 75 MK cyibdaraszel uz Helix pomatia
Tun H-1 (25 wmr/mur; Sigma, CIHIA) B Teuenue 16 1 mpu 25°C. [locnme wHKyOarmu
BEIIECTBA IIOMPOBAIH 100aBieHrneM 1 M1 BOJBI M Ucob30Bau Juist BOXX -ananmsa.
Bropuunsie MeTaOOMUTH HACHTU(UUIMPOBATU C TOMOIIBIO MacC-CIEKTPOMETpPa
BBICOKOTO pa3pelleHus] C MOHHOM JoBylIkoi/Bpemenem mnposieta LCMS-IT-TOF
(Shimadzu, Kwoto, Smonwms), OoCHamEHHOTO >XHAKOCTHBIM xpomarorpadgom LC-20A
Prominence. Pa3nencnue mpoBoamwian Ha kojonke Ascentis C18 (100 MM, BHYTpeHHUI
auametp 2,1 MM, pasmep yactuip 3 mm, Supelco, CIIIA) ¢ ucmonb30BaHUEM TpajHeHTa
ykcycHas kuciota (0,1%):aneronutpun ot 0% no 100% ameronutpuwia B TtedeHue 135
MUH 1pu ckopoctu notoka 0,2 mi/mun u Temneparype 40°C. Y®-cekTphl 3aliuchiBaiu B
nuanazoHe 200400 HM u aHanu3upoBawM Tipu 229 HM (I KOJIMYECTBEHHOIO
OMpEeNeNICHUs]  TIIOKO3UHONaTOB), 320 HM (WIS KOJMYECTBEHHOIO  OMNPEACICHUS
KaMmaJlekcuHa) U 366 HM (/i1 KOJIMYECTBEHHOIO orpesenenus (iaBoHOUI0B). Macc-
CIEKTPbl CHUMaJIM METOJOM DJIEKTPOPACTBUIUTEILHON HOHU3AIMU MpU aTMOochepHOM
JABJICHUU B PEXUME OTPHUIIATENIBHBIX W TOJOXUTENIbHbIX MOHOB (oT 3,8 mo 4,5 xB) B
nuara3one M/z (otHomeHue macchl K 3apsaay) 100-1000. IIpu npoBeacHHH TaHACMHOMN
Mmacc-cnekrpometpun (MC/MC) nucconuanuio HOHOB-IPEIIIECTBEHHUKOB HHIYIUPOBAIIN
3a CUET CTOJIKHOBEHHS ¢ MoJjeKyjaaMu aprona npu aasiaeHuu 0,003 Ila, ¢ nerexuueit noH-
¢parmenToB B auanazone M/z 50-760. MneHTHUKAIUIO TIIFOKO3MHOIATOB MPOBOIWINA Ha
OCHOBAaHHMH TOJy4eHHBIX JaHHBIX MC u Y®-cnekTpoB, a TakKe JIaHHBIX U3 JTUTEPATYpPhI
(Kusznierewicz et al., 2013; lIssa et al., 2013), a coaepaHuWe pacCYMTHIBAIN C
WCIIOJB30BAaHUEM CHHUTPMHA B  KA4eCTBE BHYTPEHHEro CTaHjapTa. 3HA4YCHUS
OTHOCUTEIBHOTO (pakTopa oTkiuka nerekropa (RRF) mis kaxmoro rimoko3uHonara Obun
omnpenencHsl panee (Brown et al., 2003). Coaepkanue (IaBOHOMIOB W KaMajeKCHHA

pacCUMTBHIBAIA C  HUCIOJIb30BAaHUEM  KaJlMOpPOBOYHOM  KPHBOM, TOCTPOEHHOW C
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UCITIOJIB30BAHUEM KOMMepueckux cranaaptoB (Sigma, CIIIA), npu yiMHE BOJIHBI,

COOTBCTCTBYIOHICﬁ MaKCHUMaJIbHOMY IIOTJIOIICHUIO.

2.6.3. Ananu3 BTopuuHbIX MeTadoauToB Aristolochia manshuriensis

Boicymiennble 1 u3MenbueHHble 00pasipl (50 mr) skcrparupoBanu 1 mi 70%
MeTaHOJa C HCIOJb30BaHUEM yibTpa3BykoBod Oanu Elmasonic S 10H mpm 40°C B
teuenne 30 muH u neHtpudyrupoBamu npu 15000 06/mun B Teuenue 15 munyt npu 4°C.
Cynepnatantsl QuibTpoBanu (HeisioHoBass memOpana 0,45 mxwm, Millipore, bendopn,
Maccauycerc, CIHIA) u ananusupoBamu MetogoM BIXX-MC ¢ wucnons3oBaHueM
aHanutuueckoir cuctembl Agilent 1260 Infinity (Agilent Technologies, Canta-Knapa,
Kamudopuusi, CIIIA), ocHameHHON  aeTeKkTopoM ¢  (HOTOAMOIHOM  MaTpHUIICH,
aHanuTH4ecko koioHkoil Zorbax C18 (150 mMm, BHyTpeHHuii auametp 2,1 mm, Agilent
Technologies, CIIIA) u comnpsikeHHON C Macc-CIEKTPOMETPOM C HOHHOM JIOBYIIKOM
Bruker HCT Ultra PTM Discovery System (Bruker Daltonik GmbH, bpemen, I'epmanust).
Macc-cniektpomerputo Bbicokoro paszpemieHuss (HRMS) npoBoaunu ¢ ucnonb3oBaHUEM
npubopa  Shimadzu  LCMS-IT-TOF  (Shimadzu, @ Kwuoto, Sfmonus). Bce
XpomaTorpaduueckue U Macc-CIeKTPOMETPUIECKUE YCIOBHUS COOTBETCBOBAIN YCIOBUSIM,
onucanHbIM panee (Gorpenchenko et al., 2019). XpomaTorpammsl [Jisi KOJTHYECTBEHHOTO
omnpeneneHus 3anuceiBaiv npu 237 HM (s marHoduopuHa) w254 HM  (1o1s
apUCTOIOXUEBBIX KHCJIIOT). KonnuectBeHHoe OTnpeeseHue MarHouiopuHa,
apuctronoxueBor kuciotel | u Il (AK-I u AK-Il, coorBercTBeHHO) mpOBOAWIM TIO
COOTBETCTBYIOIIIMM IUIOMIA/IIM TMHKOB, HMCHOJIb3Ysl METOJ a0COJIOTHOW KaJIUOPOBKU C
KOMMEPUYECKHU JAOCTYIHBIMU CTaHaapTaMu. KoHIleHTpauo apucToiaoxueBoit kKuciaotsl llla
(AK-Il1a), apuctonoxueBoit kuciaotel IVa/b (AK-1Va/b), rimoko3uma apuCTOIOXHEBOM
kucnotsl 111a (AK-111a-G) u rmroko3una apucronoxuesoit kuciotsl 1Va/b (AK-1Va/b-G),
JUISL KOTOPBIX KOMMEPUYECKHE CTaHAAPThl OTCYTCBYIOT, PACCUMTHIBAIA C MCIIOJIb30BAHHEM
kanmuopoBoyHOU kpuBoil AK-I u KoppeKkTHpoBaiu B COOTBETCTBUU C UX MOJEKYISPHOU

MAaccCoOM.
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2.7. Onpenenenue (papMaKoJ0Ori4ecKoii AKTUBHOCTH AHTPAXUHOHOB M3
KaJIycHO# KyJabTypbl Rubia cordifolia

Jlist mpoBeneHus (hapMaKoJIOTHUECKUX UCIIBITAHUHN U3 OMOMACChI KaJUTyCHOM JTUHUU R
TOTOBWJIM TIpenapar, coAepkKalliii KOMIUIEKC aHTPaXWHOHOB, KaK ONUCaHO B riase 2.6.1.
Cyxoii 3kcTpakT (3 r) pactBopsuii B 100 mu1 3Tanona u cMemmBainy ¢ 50 T J1akTo3bl. 3aTeM
ATAHOJ yNapUBalIM, a CyXyIH CMECh, COCTOSIIYI0O M3 HAHECEHHBIX Ha JIAKTO3Y
aHTPAXWHOHOB, UCMOJIH30BANIM B KauecTBe npemnapata B g03e 100 Mr/kr.

HccnenoBanusi TPOBOAWIM C HCIONB30BAaHHUEM O€NbIX OECHOpPOJIHBIX KpBIC B
COOTBETCTBHM C MpaBuiaMu EBpOINEWCKON KOHBEHUMH MO 3allUTe KUBOTHBIX. Jlis
WHIYKIIMA OCTPOTO BOCHAJCHHUS NPUMEHsUIM cyOruianTapHyro uubekinuio 100 mxin 1%
pacTBOpa KappareHMHa C TOCIEAYIOIIMM HW3MEpEeHHeM oO0beMa KOHEYHOCTH Ha
NpoTsHKeHUd 4 4 ¢ MOMEHTa BBeJieHUsl ¢iioructuka. B skcnepuMeHTax ¢ XpOHUYECKUM
BOCIHAJICHUEM ONPEIEISUIM CYXyH0 U BIAXHYIO MAacChl TI'PaHyJEMbI, O0pa30BaBIIYHOCS
BOKPYI' MMIUIAHTUPOBAHHOTO TMOJI KOXY CTEPHJIBHOTO XJIOMYaTOOYMa)KHOTO TamIlOHa
maccoit 20 mr. JIJig OLIEHKH COCTOSIHUSI CBOOOJHO-PaJAMKAIBLHOTO OKUCICHUS MPUMEHSIIN
MO/IeJIb BOCHAIUTEILHOTO OTEKA 33JHUX JIall KPBIC BCIEACTBUE CYOIIaHTAPHON MHBEKLIUU
200 mxi 3% dopmanuaa. CyMMapHBIi TOKa3aTellb KOHIIEHTPAIMKA CBOOOIHBIX PaTUKAIOB
OLICHMBAJIM 10 COJAEPX AHUIO B IUIa3M€ KPOBU MPOAYKTOB MEPEKUCHOTO OKHUCIECHUS
JUTIUJIOB, PEArupylomux ¢ THOOApOUTYpPOBOM KHUCIOTOM (THOOApOUTYpaT-peaKTUBHBIC
OPOAYKThI) MO cTaHaaptHoil wmetomuke (Zeb, Ullah, 2016). AHTHOKCHIAHTHYIO
AKTUBHOCTb OIICHUBAJIIM TI0 COJECPKAHUIO AHTHUOKCUJIAHTHBIX (DEPMEHTOB: KaTajasbl,
CYyHEPOKCUIIUCMYTa3bl u [Ty TaTHOHIIEPOKCUAA3bI C MOMOIIIBIO

cnekrpodoromerpudeckoro cnocoba (Elavarthi, Martin, 2010).
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2.8. Onpenenenne papMaKoJOrn4ecKoil aKTMBHOCTH IKCTPAKTOB M3 KJIETOYHbIX
KkyabTyp Aristolochia manshuriensis
2.8.1. AHTHOKCHIAHTHASI AKTUBHOCTH IKCTPAKTOB

AHTHOKCUJAHTHYIO aKTHBHOCTb SKCTPAKTOB M3 KJIETOYHBIX KYJIbTYp KHpPKa30OHa
OTIPENETSUIM C TIOMOIIbIO (POTOMETPUUYECKOTO aHaIW3a MO YJIABIUBAHUIO CBOOOIHBIX
panukanoB 2,2-mudenmn-1-makpunruapasmwia (JPIT) (Mensor et al., 2001). I'otoBwmm
pactBop 0,3 MM JI®III" B stanone, 149 Mk »Toro pacrBopa cMmemuBaivd ¢ 1 MKI
DKCTPAKTOB B OJTaHOJNIE B pa3HbIX KoHMeHTpamusx (5-500 mxr/mun). [[ns cpaBHEHHUS
UCITIOJIb30BaIM ackopOuHOBYI0 KucnoTy (Butamuu C). [locie nHkyOanuu npu KOMHATHOU
TEMIIEPAType U3MEPSIIN MOTJIOMIEHUE PEAKIIMOHHON cMecH MpH 517 HM C UCIIOIb30BaHUEM
MUKpOIUIaHIIeTHOro  cnekrpogoromerpa Benchmark Plus (Bio-Rad, I'epkynec,
Kamudopuusi, CIIA) u KOHBEpTUPOBAIM TOJYYCHHBIE 3HAYEHUS B MPOIEHTHOE
uarnouposanue (%Iinh) ¢ momMompo ypaBHEHUS 7:

%inh = (Ag - As) X 100% / Ag (7),

riae Ag — onTHuecKkas TUIOTHOCTh OTPHUIATENIBHOTO KOHTPOJIA (paBHOE KOJIMYECTBO
pactBopa J®II'), a As — onTuyeckas IJIOTHOCTh TeCTUpyeMoro oOpasua. B kauectse
KOHTPOJISI KCIIOJIb30BAIIM aHAJIOTUYHOE KOJIMYECTBO SKCTPAKTa B 3TaHoJe. KoHIeHTpalnio
noixymakcumanbHoro uaruoupoBanus (ICsp) paccuuThiBaiM ¢ UCMOJIb30BAHUEM TpadUKOB
JUHENHON perpeccun, rAe Mo ocu alcuucc Obula MpeAcTaBieHa KOHIEHTPALUs

TCCTUPYCMBIX 3KCTPAKTOB, a 110 OCH OPAHMHAT — IIPOLCHT aHTHOKCHHaHTHOﬁ AdKTHUBHOCTH.

2.8.2. IIpornomnyxosieBasi aKTUBHOCTb IKCTPAKTOB
[{uTOoTOKCMYECKHE CBOMCTBA OJKCTPAKTOB OBUIM MPOTECTUPOBAHbI HAa YETHIPEX
KJICTOYHBIX JIMHUSIX: TPUXK/bl HETaTUBHBIX KJIETKAaX paka MojiouHou xkene3sl (MDA-MB-
231), knetkax rnuobnactoMel yenoseka (U-87 MQG), kinerkax paka meilku matku (HelLa
CCL-2) u xieTkax KapuuHOMBI TOJCTOM Kuiku deaoBeka (RKO). DTu kieTouHbIe TUHUH
XpaHATCS U KyJbTUBUPYIOTCS B J1a0OpaTopuu OMOMEAUIIMHCKUX KJIETOYHBIX TEXHOJIOTHM

[[Ixonpl MEAUIIMHBI U HAyK O XKW3HU JlambHEBOCTOUHOrO (elepaibHOTO YHUBEPCUTETA.
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[lepen HayanoM OSKCIEPUMEHTa KJIETKM BbICEBaIM B 96-TyHOUHBIM IJIAaHIIET B
KOHIeHTpanuu 5 X 10° KJIeTok Ha JyHKY B COOTBETCTBYIOINEH KyJbTypalbHOM Cpee.
[Tockonmpky B paboTe HCMONB30BAIM  METAHOJNBHBIE OKCTPAaKThl, B  KaueCTBE
OTPULIATENBHOTO KOHTpOJsA wucnonb3oBad 0,5% pacTtBop uwmcrtoro MeraHona. IJTa
KOHLIEHTpalLUsl pacTBOPUTEII Oblila BHIOpaHAa HA OCHOBAHUU JAHHBIX O €€ HETOKCUYHOCTH.
Yepes3 24 4 mocne mocesa, B IUIAHIIET JOOABISUIA AKCTPAKTBI U3 KJIETOYHBIX KYJBTYD
KHpKa3zoHa B o0beMe 120 MK Ha JIyHKY UM MHKyOupoBanu B TeueHue 72 4 npu 37°C, 5%
CO2 wu ortHocuTenbHOW BiaxxkHOCTH 80%. Ilocie HHKYyOAMM TPOBOAWIM aHAIH3
UTOTOKCUYHOCTH C UCIIOJIb30BAHUEM OOLIEIPUHATOTO KojopumeTpudyeckoro MTT-tecra.

Jlist ananu3 kiaetognoro mukia kietkd (100 x 10% kmetok Ha TyHKY) BhICEBaIM B 6-
JYHOYHBIE KyJIbTYpalbHbIE IUIAHIIETHI U 00padaThIBAIM B T€UEHUE 5 NHEHW pa3IuvyHbIMU
KOHIIEHTPALUsIMU HKCTPAKTOB. B KkauecTBe KOHTPOJS A00ABISUIM YUCTBIA METaHON JI0
kKoHeyHoW KoHueHTpauuu 0,5%. I[lo oxoOHYaHMM HMHKYOAIlMOHHOIO IEepUoAa KIETKU
OTHeNsIM OT Iula”meTra ¢ omoibio 0,5% pactBopa TpuncuHa u ¢uxkcupoBanu 4%
napadgopmanpaerugom.  I[locie  cepur  NPOMBIBOK  CYCHEH3UIO  OKpAalllMBajM
uHTepKanupyromuM kpacureneM Hoechst 33342 B konuenTpauuu 10 mxr/mi B reuenue 20
MUH, [IPOMBIBAJIM ¥ aHAJIU3UPOBAIM C HCHOJIb30BaHHEM KieTouHoro coprepa BD FACS
MoFlo Astrios (BD Biosciences, Wuauananonuc, Wuguana, CIIIA), ocHaiieHHOTO
yIbTPa(HOJIETOBBIM JIA3EPOM C JIJIMHOW BOJIHBI 355 HM. DMHUCCHIO PETHCTPUPOBAIIM MpPHU
488 uM. Pe3ynbraThl aHAIM3UPOBAIM C HUCIOJB30BAHUEM IPOTPAMMHOTO oOecreueHus

Kaluza 2.1 ¢ pyHkuuei aHanu3a KJI€TOYHOTO LUKIIA.

2.9. Onpenenenue akTuBHbIX popMm Kuciopoaa (APK)
2.9.1. U3mepenue coaep:xkaHus BHyTpukjiaeTouHbix ADK mMeToaom ja3zepHoi
KOH(OKAIBLHOI MUKPOCKOIIMHA
CycreH3uoHHbIE KYJbTYPhI BhIpalllMBald B KUAKON MUTATENbHOU cpene ot 4 mo 12
THEeW W (QUILTPOBAIM 4Yepe3 HEWUJIOHOBYIO CETKY C pasmepoMm siueek 100 MxM mis

OTACJICHHUA KPYIIHBIX KICTOYHBIX arperaTtosB. OT]ICJ'IBHBIC KJICTKHA W HEOOJIbIIINE KICTOYHBIE
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ckorieHus: (ot 10 go 20 kieTok) HeHTpUyTHpPOBATIM U PECYCICHIUPOBAIM B KUIKOU
MUTATENIbHOU cpefe, comepxaiieid 50 MkM 2,7-muxnopauruapodiryopeciient auaierara
(Ho.DCF-DA; Molecular Probes, CIHA) wm 10 MM muruapoponamuna 123 (HpR123;
Molecular Probes, CIIIA), u unkyouposanu B Tedenue 10 muH npu 25°C B TeMmHOTE.
HarpyxeHHbie KpacuTeneM KIETKH TPOMBIBAIM U PECYCICHIMPOBAIM B CBEXEH
nuTatenpHOM cpene. BuyTtpukiierounoe pacmeruienne H;DCF-DA u HzR123 ¢
MOCJIETYIOUIUM OKUCTIEHUEM (DIIyOpPOT€HHBIX MPOU3BOAHBIX JCTEKTUPOBAIU C MOMOUIBIO
mukpockormu (Crow, 1997). B skcniepuMeHTaX ¢ HHAYKTOPAMH OKHUCIIMTEIBLHOTO CTpecca
CYCIIEH3UOHHbBIE KYJIbTYPHI, BhIpAIlIEHHbIE MIPU CTaHJIAPTHBIX YCIOBHIX, oOpabarsiBaiu 10
MKM mnapakBata (Aldrich, CIIIA) B TeueHHue OJHOTO Yaca MPHU MOCTOSHHOM OCBEIICHUU
(200 mxM/m2ecek) i 100 MmxkM menaguona (20 wacoB B TemHOTe). CBETOBOM CTpecc
WHYIIMPOBAJIH C MOMOIIIBIO HETPEPHIBHOTO OCBEIICHUS KiIeToK JiazepoM LSM 510 META
Ar laser (addexruBras mommHocth 30 MBT; 5,9% wMakcMManbHOW WHTEHCUBHOCTH).
YpoBeHb (DIyOpPECHEHIIMM OAMHOYHBIX JKUBBIX KIIETOK OIPEACISIIA C  TOMOIIBIO
KoH(pokabHOTO cKanupytomero mukpockona LSM 510 META (Carl Zeiss, ['epmanus),
OCHaIIeHHOTO Ar-nazepoM ¢ 3¢ ¢dexTuBHOM MomHOCThI0O 30 MBT. MHTEHCHBHOCTH Ar-
nasepa cocraBuia 5,9% ot MmakcumanbHOro 3HaueHus 1 HoDCF-DA u 10% nis HoR123.
JlaHHbIE aHAJIM3UPOBAIIM C MOMOILBIO TporpaMmHoro obecneyenuss LSM 510 Bepcum 3.5
(Carl Zeiss, 'epmanusi). B kaxaom sxcriepuMeHTe ObUIO MMpoaHaATU3UpOBaHO HE MeHee 30—
40 kneTok.
2.9.2. ®ayopumerpuueckuii MeToa anaan3 AOK

['enepauto AOK B KaUTyCHBIX KyJbTypaxX HW3MEPSIM JIIOMHUHOMETPUYECKHM
METOZOM ¢ momoribio JoMuHoaa (Sigma, CIHIA) mo meromuke Piedras u coaBTOpOB
(Piedras et al., 1998). Kourpoabsusie u rolB-tpanchopmupoBaHHble KaTyChl COOMpaH
yepe3 21 u 28 AHEH KyIbTUBUPOBAHMUS, aHATTU3UPOBAJIH C IIOMOIIBIO CIIEKTPOITyOpUMETpa
RF-1501 (Shimadzu EUROPA GmbH) co crieayromuMu HaCTpOHKaMU: BO30YIKICHHE Aex
= 355 um; amuccust Aem = 420 HM; peakius — 8 cek; U aHanu3 — 5 cek. Mcnonb3yemas

KaMOpOBOYHAs KpHBasi ObLTIa TUHEHHOU B Irama3zoHe KoHIeHTpanuii ot 50 10 800 MM.
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2.10. Onpenenenue ;KU3HECOCOOHOCTH KJIETOK pacTeHUil
Ku3HecrnocoOHOCTh KIIETOK ONMPENEISUIA C MTOMOIIIbIO OKPACKU HOAMIOM MPONUAMS B
COOTBETCTBUM ¢ WHCTpyKImed mnpousBomutens (Sigma, CIIIA). Kondoxanpabie
n300pakeHus ObLIN MOJYYCHBI MPU OOJYUYSHUH CBETOM C JTMHOM BOJHBI BO3OYKIACHUS Aex

= 536 HM ¥ MAKCUMyMOM 3MHUCCHUU TPH Aem = 617 HM (MHTEHCHUBHOCTH Jazepa 20%,

¢unbTp ILP 560 HM).

2.11. Anaau3 coaepkaHusi BOCCTAHOBJIEHHOTO U OKUCJIEHHOI0 IJIyTATHOHA
METO/IOM Macc-CIEeKTPOMeTPUH

KonuuecTBeHHBIN aHaIU3 BOCCTAHOBJICHHOM U OKucIeHHOW (popm rayrarrona (GSH
u GSSG, coOTBETCTBEHHO) M3 KJIeTouHOU KyabTyphl R. cordifolia mpoBoaunu no meToauke
Rellan-Alvarez u coasropos (Rellan-Alvarez et al., 2006) B LIKII "BuorexHomorus u
reHetnueckass umwkeHepus' OHI[ buopasznoobpazus JIBO PAH c¢ wucnons3oBanueM
cuctembl HCTultra PTM Discovery System (Bruker Daltonik, I'epmanus). Cucrtema
HCTultra ocnHamena WOHHON JIOBYIIKOW, KOTOpas TIO3BOJIICT TOJMy4YaTh JIaHHBIC
tangeMHoil macc-cnektpomerpun (MC/MC) HOHOB-TIpEIIECTBEHHUKOB. DKCTPAKTHI
KJICTOYHBIX KyJIbTYyp WK pacTBopsl cTrangaptoB GSH i GSSG (Sigma, CIIIA) BBoawn
HETOCPEACTBEHHO B MACC-CIIEKTPOMETP CO CKOpocThio motoka 120 mi/4. Monekynasr GSH
ObLTM HWACHTU(PHUITMPOBAHKI HAa OCHOBAHWHM IPOTOHUPOBAHHOTO MOJIEKYJISIPHOTO HOHA
[M+H]" ¢ m/z 308,0, a Taxxke MC/MC-CIeKTpOB MPOTYKTOB €0 pacmajia ¢ XapaKTePHBIMU
nukamu M/z 161,9, 179,0, 233,0 u 290,1, coneumduunbix mas GSH (Pucynok 14).
Monekynbr GSSG 0b1M MACHTU(DUIIMPOBAHBI B BUJE TPOTOHUPOBAHHOTO MOJIEKYJISIPHOTO
nona [M+H]" ¢ m/z 613,1, a Taxke MpOaYKTOB €ro pacraja ¢ XapaKTepHbIMU MTUKaMu M/Z
355,1 u 484,1 na MC/MC-cnektpax (Pucynok 14). Yposau GSH u GSSG omnpenensiu Ha
OCHOBE CpaBHEHHUS YCPEIHEHHOM BBICOTHI MUKOB MOHOB [M+H]" B koHnenTpanusx ot 0,1

10 5 MM (GSH) u ot 0,05 g0 0,5 mxM (GSSG).



Pucynoxk 14 — Macc-ciekTpsl BOCCTAaHOBIEHHOM M OKUCIEHHOW (OpM TiTyTaTHOHA
(GSH u GSSG, cooTBeTCTBEHHO). A — perucTpanus MoJIOKUTEIbHBIX HOHOB GSH; B —
perucTpanus noJokutedbHbIX HoHOB GSSG; B — MC/MC-criekTp mpoayKTOB pacmajia
noHa-tipenmecrseHarnka GSH ¢ m/z 308; I' — MC/MC-cniekTp mpoayKTOB paciajia HoHa-
npexmecTBeHanka ¢ GSSG m/z 613.

2.12. Unentudukanus reHoB 0HocHHTEe3a aHTpaxuHoHoB Rubia cordifolia

Jns amrumadukanuy nociaeaoarenbHocTed, koaupyronux reasl OSBS, OSBL u IPPI
R. cordifolia, Opuim pa3paboTaHbl BBIPOXKICHHBIC TpaiiMepbl K KOHCEPBATHBHBIM
MOCJIEI0BATEIBHOCTSAM COOTBETCTBYIOIMX (DEPMEHTOB APYTUX BHUJIOB pacTEHUH U3 0a3bl
nanabix GenBank. [Tpaiimepsr OSBS-Deg-D 5'-GTN GCN CAY GGN YTN GGN AC-3'u
OSBS-Deg-R 5°-TCY TTN ARN CCN GGN SWN CC-3' ¢mnankupoBanu Oenok-
Koaupyromuid ydactok rera OSBS pymHo# 250 1.H. B COOTBETCTBOBAIN aMUHOKHUCIOTHBIM
nocnenoBarenbHocTIM VAHGLGTY u SGSPGLKD. TIlpaiimepst OSBL-Deg-D 5'-CCN
YTN TGY CAY ATH GGN GGN A-3' u OSBL-Deg-R 5’-CAN GCY TCN GTC ATN
CCR TAN GC-3' ¢pnankupoBanu Oenok-koaupyromuil yyactok rena OSBL pnunoi 282
ILH. W COOTBETCTBOBAIM aMHHOKHUCIOTHBIM mocienoBarenbHocTsM PLVHIGG wu
YGMTEA. Ilpaiimepsr IPPi-Deg-D 5-CAY MGN GCN TTY WSN GTN TTY YT-3'u
IPPi-Deg-R 5-TAR TCN ARY TCR TGY TCN CCC CA-3' ¢maHkupoBamu OCJIOK-
Koaupytomwii yuactok reHa IPPi gmuno# 261 M.H. ¥ COOTBETCTBOBAIM aMUHOKHCIOTHBIM

nociaenosarenbHocTIM HRAFSVF u WGEHEVD.
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[TIP peakiuio NpoOBOAWIM C UCMHOJIB30BAHUEM BBINIECYKa3aHHBIX NpaiimepoB U kIHK
pactenmii R. cordifolia. ITonyuenusie (GparMeHTBI MpeacKa3aHHOW JJIMHBI BBIACIISIN U3
arapozHoro Trens c mnomombio Habopa Cleanup Standard (Esporen, MockBa) u
KJIoHUpoBaiu B masmMuay pTZ57R/T ¢ ucnonwszoBanueM Habopa s T/A-KJIOHUpOBaHUS
InsT/Aclone PCR (Fermentas, Jlutsa). Kinonsl ammnuduiupoBain ¢ yHUBEPCAIbHBIMH
npaiiMepamu M13 u cekBenupoBasin B IIKII "buorexHonorus u reHeTHYECKas
uxenepus" ®OHIl buopasznoobpaszus JIBO PAH c wucnonb3oBaHHeM TIe€HETUYECKOTO
ananmm3atopa ABI 3130 (Applied Biosystems, CIIIA). WnentudumnupoBannabie
nocienoareiabHocTn RCOSBL, RcOSBS wu RCIPPi nemonupoBamu B 0a3y JaHHBIX

GenBank ¢ nomepamu noctyma KT893312, KU725713 u KT222914, cOOTBETCTBEHHO.

2.13. UneHTHUKAIMA U AHATHU3 T€HOB AHTHOKCHAAHTHBIX (hepMEHTOB
Rubia cordifolia

Hns aMIUTU(PUKALIH ITOCJIEA0BATEIBHOCTEMN, KOJUPYIOLIUX n30(opMBI
ackopOatnepokcuaas, Cu/Zn-cynepokcuaaucmyTtas W karaiga3z R. cordifolia, Obuim
pa3paboTaHbl BBIPOXKJICHHBIE MpaiMephl K KOHCEPBATUBHBIM TOCIEIOBATEIBHOCTAM ApX,
CSD u Cat apyrux BuI0B pacTeHui u3 06a3nl qanHbx GenBank.

[Tpaitmepsr Apx-Deg-D1 5'-ACN GGN GGN CCN TTY GGN ACN-3' u Apx-Deg-
R1 5-GTN GAR AAR TAY GCN GCN GAY GAR-3' ¢nankupoBamu Oeok-
KOJIUPYIOIIMIA y4aCTOK LMTO30JIbHOM u30hopMbl TeHa ApPX jpnuHoM 525 mH. U
COOTBETCTBOBAJIM aMUHOKHUCIOTHBIM mocaegoBaTenbHocTsM TGGPFGT u VEKYAADE.
[Tpaitmepsr Apx-Deg-D2 5'-CAR YTN GCN GGN GTN GTN GCN GTN-3' u Apx-Deg-
R2 5-CAY AAR AAR YTN WSN GAR YTN-3' ¢rnankupoBanu Oen0K-KOAUPYIOITUI
Y4acTOK MEPOKCUCOMaTbHOU n30QopMbl reHa ApPX niauHOW 441 T.H. ¥ COOTBETCTBOBAJIH
aMHUHOKHUCIOTHBIM nocsenoBarebHOCTIM QLAGVVAYV u HKKLSEL. Ilpaitmepsr CSD-
Deg-D 5-GGN GAY AYN ACN AAY GGN TG-3' u CSD-Deg-R 5-GNC CNC CNY
KNC CNA RRT CRT C-3' ¢nankupoBanu Oenok-koaupytomuii ydactok reHa CSD

mmmHor 240 1m.H. M COOTBETCTBOBAJIM AMHHOKHCIIOTHBIM IIOCJIEIOBATECILHOCTIM
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GDTTNGC u DDLGKGGH. ITpaiimepsl CAT-Deg-D 5-GGN TTY GCN GTN AAR TTY

TAY AC-3' u CAT-Deg-R 5-GTN ACR TCN ARN GGR TCR AA-3' ¢pnankupoBaiu
oemok-komupyrommii  ygyactok reHa Cat mmuaot 510 TH. W COOTBETCTBOBAIU
aMruHOKHCIIOTHEIM nocienoBaTenbHocTsIM GFAVKFYTR u FDFDPLDV.

[IIIP peakuuro NpoBOAWIM C UCIIOIB30BAHUEM BBIIICYKa3aHHbIX ITpanMepoB U kIHK
pacrenuii R. cordifolia. [TomyuenHble QparMeHTHI TpeACKa3aHHOW JTMHBI BBIICISUIA U3
reJisi YW aHaIM3UpoBaIM  Kak omucaHo Beime (mmaBa 2.12.). Ha  ocHoBe
UACHTU(DUIIMPOBAHHBIX ~AMHUHOKHCIOTHBIX IOCJIEI0BATEIbHOCTEH aHTHOKCHUIAHTHBIX
depmenToB R. cordifolia u ux romMon0roB U3 APyrux pacTeHUM, ICTOHUPOBAHHBIX B 0a3y
nanueix  GenBank, 0wl mpoBeneH  (dunmoreHeTuueckuit aHanu3. BrlpaBHUBaHHE
nocieoBareabHocTell ocymecTBisuin B nporpamme ClustalX 1.81 (Jeanmougin et al.,
1998) ¢ HacTpoiikamu 110 yMoauaHH0. DUIIOTEHETUYECKOe IEPEBO ISl AMUHOKUCIIOTHBIX
MOCJEA0BaTEILHOCTEN OBLIO TOCTPOCHO METOJ0M MaKCUMallbHOTO mpasaonoaooust (MII)
B nporpamme Phyml Bepcun 3.0 (Oyrctpen-ananus, 300-kpatHoe noBTopenue) (Guindon
and Gascuel 2003). AHanu3 NMPOBOAWIN C pUMeHeHHeM MaTpuil 3ameH LG + G, JTT +
I+G u LG + I+G, xoTopbie ObUIM paccUuTaHbl JJisi HaOOpa mocliieoBaresibHOCTeN ApPX,
CSD u Cat, cooTBeTcTBEHHO, Ha OCHOBE MX aHayiM3a B mporpamme ProtTest Bepcum 2.4
(Abascal et al., 2005). AHamoruyHas Mo TOMOJIOTHM KJaJorpaMma ObUla TaKKe MOTy4yeHa
METOJIOM MakKcuMajbHOM 3koHoMuu (MD) ¢ mnomompio nakera mnporpamm Phylip
(O0ytcTpen-ananu3, 1000-kpatnoe mnoBTopenue) (Felsenstein, 1989). HeykopeneHHsbie

KJIaJIOTPaMMBbl TIOCTPOEHHI ¢ TOMOIIIbIo porpammbl TreeView 1.6.6 (Page, 1996).

2.14. Unentuduxkanus u anaau3 reioB HAJI®H oxkcuaas Rubia cordifolia
Jnst ammmudukanuy  mociaeaoBaTeNbHOCTEH, Koaupytonmx uzodopmer HAJIDH-
okcuna3 R. cordifolia, Opu1M pa3paboTaHbl BBIPOXKICHHBIC MpaiiMepbl K KOHCEPBATUBHBIM
nocienoBareabHocTIM RbOh nmpyrux BumoB pactenuwit u3 6a3bl naHHbIX GenBank.
I[Mpaiimepsr Rboh-Deg-D 5-YTN ATH ATG GAR GAR YTN-3' u Rboh-Deg-R 5-GGN
TTY AAY GCN TTY TGG TAY-3' ¢nankupoBaau 0€JIOK-KOAUPYIOIIUN y4acTOK IeHa
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JUTMHOM 735 1.H. U COOTBETCTBOBAJIM aMUHOKHUCIOTHBIM ItociienoBareiibHoCcTIM LIMEEL u
GFNAFWY, cooTBEeTCTBEHHO.

[IIIP peakuuro MpoBOAWIM C UCIIOIB30BAHUEM BBIICYKa3aHHbIX ITpanMepoB U kK IHK
pactenmii R. cordifolia. ITonyuenusie (GparMeHTBI MpeacKa3aHHOW JIMHBI BBIACIISIN U3
refid U aHaJIU3upOBajIM, Kak omucaHo Bbime. Beero Obuto mpoananusuposano 159 xJIHK
KJIOHOB, CpeIu KOTOPBIX ObUIO BhIABICHO 3 wu3odopmbl Rboh. YroObl momyduTsh
TIOJTHOPAa3MEpHBIC MOCIIC0BATEIILHOCTH HICHTH(GHUIMPOBAaHHBIX TeHOB Rboh, mpoBoauu
osicTpyro amrmndukanuio koHioB kJIHK (RACE) ¢ ucnons3oBannem metoauku Matz u
coaBTopoB (Matz et al., 1999) ¢ HeKOTOpPBIMH MOIU(PUKAIIUAMU C UCTIOJIB30BaHIEM Habopa
Mint RACE cDNA amplification set (EBporen, Poccus). B wmomuduimposannom
npotokosie RACE (ot anrn. rapid amplification of ¢cDNA ends) npu npoBeaeHuu
nepBuyHoii [1I[P BMecTO reH-cnenudpuyeckux npaiMepoB HCIOIb30BAIM BBIPOKICHHBIC
npaitmepsl  Rboh-DegD u Rboh-DegR. Takoil mnoaxon mo3BoJaui OJHOBPEMEHHO
ammumadunupoBatb Bce u3odopmbl  RCRboOh.  [Inst monydyeHHs WHIMBUAYaTbHBIX
aMIUTUKOHOB Kakaod wu3opopmel RCRboOh, mpu mnposeaenun mnocneayromer TP
UCITOJIB30BAIM TeH-crierupudeckue npaimepbl. [IpomxykTel aMrmnukauy BeIICTSIIN U3
relis U CeKBEHUPOBAIIH.

Ha ocHoBe uAeHTH(UIMPOBAHHBIX AMHHOKHCIOTHBIX IIOCJIEIOBATEILHOCTEH
HAJI®H okcunas R. cordifolia u ux roMmosioroB u3 apyrux pacTeHHid, JEIIOHUPOBAHHBIX B
0asy nannbix GenBank, Obul mpoBefeH (QHIOreHETHYECCKHMI aHaau3. BblpaBHHUBaHHE
nocieaoBaTenbHocTe  ocymectBisuii B nporpamme MUSCLE  (Edgar 2004) c
HACTpOWKaMu 1O ymom4yaHuio. HeykopeHeHHOe (UIOTeHEeTUYECKoe JEepeBO s
aMMHOKHUCIIOTHBIX MocienoBatenbHocTeii Rboh pacrenmit  R. cordifolia, A. thaliana,
N. benthamiana, N.tabacum, S.tuberosum, R.communis u O. sativa ObuT0 MOCTPOEHO
metogom MII B mporpamme Phyml Bepcun 3.0 (Oyrcrpem-anamus, 300-kpaTHOE
notopenue) (Guindon and Gascuel 2003). AHaau3 NPOBOIWIN ¢ IPUMEHEHUEM MaTPHUIIbI

sameH  JTT+I+G+F, «kotopas  Oblma  paccuuTaHa JJjsi  JaHHOro  Habopa
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HOCJIeIOBATEIbHOCTEH Ha OCHOBE MX aHajm3a B nporpamme ProtTest Bepcun 2.4 (Abascal

et al. 2005).

2.15. UnenTuUKAIMA ¥ AHATH3 T€HOB KAJIbIMIi-3aBUCUMbIX MPOTEMHKUHA3
Rubia cordifolia

JUis  aMIM@UKauy  MOCIeI0BaTeIbHOCTEH, KOAMPYIOMMUX H30(QOPMBI KabIUii-
3aBUCUMBIX nporenHkuHa3 R. cordifolia, 6pum paspaboTaHbl BRIPOKIECHHBIE TpAiMEphI K
KOHCEpBAaTUBHBIM MnocienoBarenbHocTsIM CDPK npyrux BusioB pacteHuil u3 0a3bl TaHHBIX
GenBank. IIpaitmepsr CDPK-Deg-D 5'-TNT GYG ARG GNG GNG ARY TNT T-3'u
CDPK-Deg-R 5-ARN ACY TCN GGN GCC ATR TAR TA-3' ¢nankupoBasiu Oeok-
KOJUPYIOIIUNA y4acTOK TeHa IJIuHOW 234 T.H. U COOTBETCTBOBAJIIM aMUHOKUCIOTHBIM
nociaenoBareabHOCTIM LCEGGELF u YYMAPEVL, cooTBETCTBEHHO.

[IIIP peakuuto NpoBOAWIMN C UCIIOIb30BAHUEM BBINIEYKa3aHHbIX MpaiiMepoB U kJIHK
pacrenmii R. cordifolia. Tlomy4yenHbie QparMeHTBl MpenCKa3aHHOW UIMHBI BBIACISUTA W3
resisi 1 aHAJIM3UPOBAIM Kak onucaHo Bbime. Becero Obuto mpoanamusupoBaHo 442 k/IHK
KJIOHA, CpeZi KOTOphIX ObUT0 BhIsIBIICHO 14 n3odopm CDPK.

Jis  BbIABIEHUS  OMMKAMIIMX ~ TOMOJIOTOB, a  TaKkKe  MPUHAAICKHOCTH
UJACHTUGUIIMPOBAHHBIX M30(0OPM K  OIpPEACIICHHOMY CEMEHCTBY, OBUT TIPOBENICH
dbunoreHeTnyeckuii  aHanu3. HeykopeHeHHoe  (uiioreHeTMueckoe — JI€peBO IS
aMUHOKHMCIIOTHBIX mocienoBatenbHocTedt CDPK pacrenuii R. cordifolia, A.thaliana wu
S. tuberosum, OBLIO MOCTPOEHO METOAOM OOBCAMHEHHS OIMWKAWIINX Ccoceacii B

nporpamme MEGA Bepcun 3.1 (OyrcTpen-ananus, 1000-kpatHoe noBTopenue) (Kumar et

al., 2004).

2.16. Ananu3 3xcnpeccun renoB metoaom I[P B peassHoM Bpemenu
OTHOCUTENBHBIN YPOBEHB SKCIPECCUU MUCCIIEAYEMBIX T€HOB ONPEIEIISUIN C TTOMOIIBIO
merona [IIIP B peansHom Bpemenu (IIL[P-PB). [yt mpoBeaeHus: peakuuu UCIOJIb30BAIN
2,5-KpaTHYI0 PEakIMOHHYI0 CMeCh C HHTepKanmupyromum kpacuteiem SYBR Green

(EBporen, Poccus), peructpanuio Hapactanusi (piyopeCleHIUHd MPOBOJIUIN C MOMOIIbIO
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cucrembl Bio-Rad CFX96 Real-Time System (Bio-Rad Laboratories, CIIIA). Peakuuro

MPOBOAMIIM B pacTBope obdbemoMm 12,5 mki, coaepxkameMm 300 HM kaxaoro mpaiimepa,
1 mxn paz6aBnennoro obpasma kJIHK u 2,5 mM MgCl,. Bee peaknum mpoBOAMIA B
cieayromux yciaousx: S MuH npu 95°C, 3atem 35 nukiios no 10 cex ipu 95°C u 30 cek
npu 60°C B 96-1yHOUHOM peakIMOHHOM TuiaHmere. OTCyTCTBHE HecTenn(DUIecKux
CUTHAJIOB W JHMEpPOB MpaiiMepoB B oO0Opaslax KOHTPOJHUPOBAIHM aHAIM30M KpPHUBOU
wiaBiaeHus: npoaykroB IIHP. DddextuBHOCTS peakiuu ompenensiu ¢ HOMOUIBIO
KaJIMOPOBOYHOUW KPUBOM, OXBATHIBAIONICH AUANa30H 3HaYeHUI moporoBeix IUKIOB (CT) B
aHanu3upyembix oOpasuax. [locienoBareabHOCTH IpaiiMePOB, UCIIOIB30BaHHBIX B padboTe,
npuBeaeHbl B Tabnuue 1. [ng HOpManu3aluu SKCIPECCUM T€HOB MapeHbl UCIOJIb30BaIN
red RCActin. B xadectBe pedepeHTHOr0 reHa apaOujorncruca UCIoJib3oBaiu reH AtActin.
VpOBEHb IKCIIPECCUM HCCIIELyeMbIX TEHOB OLIEHMBAIN ¢ MOMOMLIbI0 MeToza 24CT (Pfaffl,
2001; Vandesompele et al., 2002) ¢ momoripio mporpammuoro odecreueHuss CFX Manager
Bepcun 1.5 (Bio-Rad Laboratories, CIIIA). s uccieaoBaHus HCIIOJIB30BAIM 00pasIibl,
MOJIy4YCHHbIE MUHUMYM M3 TPEX HE3aBUCUMBIX dKCIIEPUMEHTOB, JJISI KaXKJIOTO U3 KOTOPBIX

AHAJIM3UPOBAJIMA 110 TPHU TCXHUYICCKUX ITOBTOpA.
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Ta6auna 1 — [TocnegoBaTenbHOCTH IPaiMePOB, UCIOJIB30BAHHBIX B padboTe

Hasganue rena (Ne GenBank) |

[Tpsimotd (5'-3")

Oo6patHbIi (5'-3")

AHaJu3 3KCIPECCHH Ie¢HOB 10l

(xgzlzsAm) GCCCAGACCTTCGGAGTATTAT | CCAAAGGAGTGGTGCTCAGAT
(XB%'L%?)) GTGCTGGCGACAACGATTCA GAGAGTCGCAGGGTTAGGTC
(XB%'%B) CGACGATGATGCTCTGCTTC GCCTGAGCCCTCTATTGACC
W neHTrdHKaIMK MOJHOPAa3MEPHBIX MOCIIEI0BATEIPHOCTEH reHoB BTopuuHOro Metadonmsma R. cordifolia
AAGTGGCTCAAAGAAGATGTT | CCGTCATTTTCTTGTCCCATC
RcOSBS
(KUT25713) TGGCTTTGCAGGGGCTTC GATATTCAAGTACGGGTTCTA
TTCAAATCAATCAAAATGTG GCCCCTGCAAAGCCATTATT
GCAGTGGTGTCTTGGGCT ATCCGTCACCCATGCCAT
RcOSBL
(KT893312) TACGGAGATGGTGGTTGC CATCCCTGTCAACCCACTTC
GAAGTGGGTTGACAGGGA GCAACCACCATCTCCGTA
RcIPP AGTTTGAGTTGCTGCTTC GTAACCTTTCCGTTGGTCTGG
(MK990819) GGTGAACTGATCAACTGGAAC ATACCCAGTTCATCAAAAA
AHau3 9KCIpeccuu reHoB BTopuuyHoro metabonmsma R. cordifolia
RclCS
(EF090519) TATCGTGCGAGAGAACATCA GAATTCTGGCCAGTTTGCGA
RcOSBS
(KUT25713) AAGTGGCTCAAAGAAGATG CACATTTTGATTGATTTGAA
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RcOSBL

(KT893312) TACGGAGATGGTGGTTGC ATCCGTCACCCATGCCAT
(ME%ISI;OF;ilQ) GTTGGTCTGGACAAAGACCTA | GTGAACTGATCAACTGGAAC
(MRéslan;gsig_;S) GTTGGTCTGGACAAATACCGG | GTGAACTGATCAACTGGAAC
AHaJm3 SKCIPEeCCUU reHOB aHTHOKCHAAHTHRIX (hepmenToB R. cordifolia
( G%%As%)% N GAGTTCCCCATCCTTTCAC CTCAACCTTATCCTCTCTTC
(6536132249) GTTGGCGGGAGTTGTTGCTG CCTTCCCAATGTATGAGCG
(ij‘gﬁgﬁo) AAAGGAGAAAGTGAAGGG GGCGAAATTCAGGATCTTCA
(GngcsSo%z) ATCACGGTTCTCCCAAAG CAATGATGGAATGTGGTC
(GT&%%E?) GCCTCATTTCAACCCTAA GGACCAATCAGAGGAATC
(GFEJC&SQI?)?',B) GCCTCATTTTAACCCACTG CTGGGTGTCTTTGATTGAT
(Gg%%gfg?’) TCCCAGTTTTCTTCATTCG GGGATGATGCGAGAAGAAA
(653222%3) CCACCACCCTGAAAGCCTGC CTATCTTGGCAGCATCTTC
Amnanms sxcrpeccun renoB HAJI®H oxkcupassl R. cordifolia
(KRFfESb;’;;s) GTTGGGGTGTTTTACTGTGGG | CAGGGGAGATGAGGTGGTC
RCRboh2 GCCAAAGAGATAGGAAAACT CATCCACCTCTCCTATTGT

(KP987240)
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AHaJH3 3KCIPECCUU T'eHOB KaJIbIMIi-3aBUCHMBIX MpoTenHkuHa3 R. cordifolia

RCCDPKL
(DOB31564) CTGTGTGAGGGTGGTGAACTG | CACACCAGCACTCCAGACATC
(Fé‘é%?o?éf) GAAAGGGAGGCTGCTAAATTG | CATCCGATTCAGGTCCATAAC
RCCDPKS TTGTTCGACCGCATCATTCA TGAGCAGAATGTATAGAATG
(EF090620)
(?Sgg;ﬁ) GAGGGCACTACACCGAAAGGG | GATGTTTCCTTCTTGTTAGC
RCCDPK5
(10554842) CTGAGAGGGATGCTGCTAAT CACTACCAACAACATCACG
ReCDPKE GGCATTACAGCGAGAAGGCG | GCCGCCTCTTCACCATCATCC
(JQ954843)
RCCDPK?
(10554844) TACACGGAGAAAGATGCTGC TTGATGAAGTCTGAAAGGC
552? 4?2% ATACAGTGAGAAGAAGGCT | TAGAAAACAGATAATCCAAAAT
(?53?4?22) CTTGTCATTCTTTGGGTGTCAT | GCCGAATCCTCCTCTCCATAG
RCCDPK10
(10854847) TTATACTGAGAGGGCTGC TCTATGGTCTTGAGCGACG
RCCDPK11
(10854348) CTGAAATGAAGGCTGCTGGGC | GATAAGCCAAAGTCAATAGT
RCCDPK12
GGCAGATGGTGACGGTGGTG | GACAAGCCAAAATCAGTAGC
(JQ954849)
RCcCDPK13
(10854350) CGGGCATTACACTGAGCGG ATTCTCTTTCTTATTGGCGA
RCCDPK14 CATTCAGAGGGGGCATTATAC GGGGTGACTCCTCCTTCTC

(JQ954851)
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Hopwmanusanms sxcnpeccuu renos R. cordifolia

RcAct
(DQ531565)

GATTGAGCACGGTATTGTTAG

ACACCATCACCAGAATCCAAC

Rc18S
(HQ730915.1)

GGAGAGGGAGCCTGAGAAAC

GATTTAGATTGTACTCATTCC

AHaJm3 DKCIIPECCHH TeHOB BTopuuHoro mMerabonmsma A. thaliana

: R 10 CCAACTGTCGCCAATACCGTC | CAATCGCCATCGTCTCCATAAC
( AT%E%E;O) GTGCGGTGGTGATGGGGAG CTTGGTGGTCGTAGTTGAG
: PG 0 CCTTCTCCCCATCATCGTTG | CATTCATACTGTTCTCCTCATTG
: AT'\gé?ﬁggo) GTAACAACGAAGGGGAAGAA | GAAATCGGAATGGTCAAGGAG
: AThgé%gggo) TGGTGAAGGTGGATGGCGT | GATAGTGTCGTCTTCTTCAGG
: ATl\féligém) GGAAAGAGAATCAATCAGAGT | GAAATGTGGAGAACCCGATAG
: AT'\QE%ZSOO) GATGACGACGAAAATGAGAAC | GGGATGGTCAAGAAGATAAG
: PRt 0 TTGAGGCAGTGTATTGGTAAG | CGGTGTATTAGGAGGGGTTA
: JRidpieyel 0 GTTCTTCCTCCACACATACC ATGTCACCGACTATTTCCTC
: AT5T6225550) TCCGTCTCCATAATCTTCTTG | CCAACTCTCCCAAAATCTCG
: A1 2531750) CTCAATGCCCCACCAAAAG CCCCCTTTTCTGTTGTCGTC

TGl GTTCTGGTGGTGATGATAC CTAAAAGCGAGAGGGAGCG

(AT5G24520)
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TT8

GTAAGAGAAAAACATCGGAGG

GTGAGGCTAAAACAAAAATACG

(AT4G09820)

: A Toaatrs 0 CTAGCAAACAACCCCAACAG | TCCCCAAAATAGGTAATGCC

: PRy 0 GACGGTTGGCTTCATACTGG GCTGCTTCTTCTTTCATTGC

: Ryt 2 GATGGTTGGCTTCACACTGG | GGAATAGAGTCAGTGAAGAAC

: AT 0 AGCAACAATAGACGAAGAAGG | GAACAACAGCTGCATCGGC

: ATagass 0 GCTTATTTCTCATCCTTCTATC | GACCCTTGAGATCTTGCTAC

: R 0 CTCAGACCATCCTTCCAGAC CTCATCTTCTCTTCCTTTAG

: AT3%I_5|:3120) CTCTTCGCTCTCTCCCCTAC CACACCGTTCTTCCCGATG

: ATF():C|§_|0”5_270) CGACGCCCTTGCCTCCGE GCATCATTCCCACCACATTC

: T3t 2 GTCACACTGACCCTGGAACC | CTCTTCCCATCTTTCTCTTAT

( PRI 0 CATCCACCAACACCACTCTC | GTGTAAGCCCATAACTCTCCTC

( AT5%'ZF§8 00 TTAGATTTCATTAGTATTATTC CTTGGCGGCTGCTTGTTCG

: sl 2 CCCTCCGCCGTCATTGTTC CGTCTTCTCTTTATCCACCG

: ACT:ZEE@%O) CTCCTTATCCCTCGTGCTTGC GCCCCAAGACGCATTCCCG
CYP71BIS GAAGCAAGAGAACGATGGAG | GAGTGGAGTTGTTGGATGTA

(AT3G26830)
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CYP79B2

(AT4633950) GTTTATCTCGTTCAGTACCGG | GTCGTCTCATCTCACTTCAC
: A%g%%go) CCGTCTTCATCCCGTCGCCG GCAGCACATCCTCTCTTTCC
( A%Z%EO) CCTTGGGGGTTATTTCATTCC | GTGGCTCAACGGACAAGTG
( A%Z%Zém AAGGAGACGGAATCACAAAAG | GTGGCTCAACAGACAAAAGAAG
: ACTZE%??)%O) CAGTCATCCCCATTCTTCTAC | CGAGGTGTTCTTTCTTGTGC
: Aﬂ%gll%o) CCGAGAGAAGCAAACTACCC | CTCTAACCCCAATCTTCCAC
( Aﬁggﬁéo) GCCTTGTTGGTTTCTTGGTG CTCCTTCCATCACTCCTTTC

Ananuz OKCIIPCCCUH I'CHOB dHTHOKCHUIAHTHBIX q)ep

menToB A. thaliana

Catl

(ATIO20630) GCACAGGGATGAGGAGGTC | AGCACTTCTCACGATTTCCAG

: Ao N TTGTTGGTAGGGCTGTTGTTG TGCGTTTCCAGTAGCCAGG

: AToaoes 0 GTGGTGTGATTGGCTTGACGC | ATCAACACAGTAGACATAAG

: s 00 GAGGCTGTCTTCAATTCGTA | GTCCAGTAGAGATGCAGCCA

: ATf\(%%SQO) TGAGCGGAGAGAAGGAAGGC | CTTCATCAGCAGCGTATTTCTCG

: s 2 CACAAGGAGCGTTCAGGATTC | CCTTCTTTCTCTCCGCTTAG
APXS GAAAGGAGAATCAGAGGGCT | GAGTTTCTTGTGCGATTCCG

(AT4G35000)
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Amnanus skcnpeccun reHoB HAJIOH okcupassl A. thaliana

RbohD

(ATSOAT910) CAGTAACAACAATAGTAAAGG | TACCCGACACAACATCCAC
: ATFit(’;O6h4'B6O) GAAGAAGCCAAAAGCCCTC CCCTCACCAAACCTCACCTC
AHaJu3 DKCIIPECCUH T€HOB KallbIMi-3aBUCUMBIX poTenHkuHas A. thaliana
: RSPt 0 AGCCTGAAACGCTAGAGGAG | CTAGTGAGCTCAGCCGCTTT
Amnanu3 3kcipeccuu renoB ouorenesa MukpoPHK A. thaliana

( AT?CCS:(l)_llo 2 CTTTTGGTTTGGGAGACTGC CCCTTCTGCTTGTTGCTGGC

: R (')-3700) GAGGCAGCATTTGGGAGTGTG | GGTTCCAGATTTGGCGTTGT

T2 > 100) GATGATAGAGGTGGACGCAG | GAGACAACAGAAAAGGGGCAG

: AT5T§2H3080) CAAGTCCAGAAGCAAACCCGA | GCTATACCGTGAAGAAGAAG

: ATg%%%O) AGCGAAGAAAAAGGAAGAAC | CGTCCAAAGAGGTAGCAGC

: ATngoLszsoO) CAAACCTGCACAAACACATCC | CAACCGTGAAAGAATCGAAATC

: e 0 CAATCATAGCGACAGAGAAAC | CTCATAAAGCAATTCCACGAC

: ATao0s 10 GACTCTCTACTTGACTATCC GTTGTTTTCTTCTTGGGTTTC

: JRUASIA 2 GGACAGATGGAGAAGCGAC | CACGGGAGCGAAAGCAAAAC
AGOL GCCACCCTACAGAGTTTGAC CTTCTACCAGCCATTCCACC

(AT1G48410)
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AGO4

(AT2027040) TGTATGATGAGATTGGTTTTTC | CGTTGTCTTTGAGTCTTGGG
: AT 0 GAAACCAACATACATCTCTG | CAAGTGTCACATCATAAGCTAC
AHaJu3 KCIPEeCcCUu peryasTopHbix reHoB A. thaliana

: ATl\é'ﬁooo) GTTGGAGACTTTGGACTTAG GATACATGTTTGGCTGCTTC

: RO 0 CAACCCAAGAAATCAAAGAC | GTTTTCTCATTGGCTGTCTG

( A_"r'g’gzggl 0 AACTCAAGAAATCAAAGACAC | CGTCAATCACATCACCGCCG

: A?Sgggb%m CTTCTCCTTGTGTGCTTGTC CTTGTTGCTTCAGTGCTCTC

: AT?E;%%SO) GTGATAGCTGTTGGACCTGG TCAATCCTCGTGCAAAGTTC

: JR 0 TATCGCCATTGTGACTGAACTC | GAAACTACCACACTACCTCACA

: A?’;gfg&o) CTCTTGGTGGCAGCAGGAC GTTGTTTTGCTGTGGGATTTG

: Jjpsoced 2 GGAACGGAACAGGCGGTGAG | AAGAGACACCACAATGACGAC

: i 0 CTTTCACCGTATAATCCCAG | CCTGTCAAGATCAACCCACCC

: Angg;oso) CAATGCATCGGTCAATAGTG | CTGGTGAGAAGAAATACGGG

: R 0 ACCGACAAGACACCAAAGACG | CCACCTGACCAAACACCAC
CYP20-2 CAATGCATCGGTCAATAGTG | CTGGTGAGAAGAAATACGGG

(AT5G13120)
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HSP70-10

(AT5606590) TCCCAAGTATGCCACACCG GCTGGTTGCTCTGGCTCACTC
( Afg%;go) CTCATCCGCCTGCTCACCTC CTTCCCAAGTATGCCACACC

: Aisfé;??%;gm GAGGCAGCTGTGTCTAATG CTCTTGCCCTCATCCGCCTG

: JRESino 0 AGAAGAAAGAAGAGCTCAAG | GAAACCAGAAGTGAGAAGAG
: AT1Gere 0 TATCGCCATTGTGACTGAACTC | GAAACTACCACACTACCTCACA

Hopwmanusanms skcrpeccuu renos A. thaliana

Act
(AT3G18780)

ACCTTGCTGGACGTGACCTT

GTTGTCTCGTGGATTCCAGC
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2.17. OnpenesieHue BHYTPUKJIETOYHOM JJoKaau3amun oejika RolC
2.17.1. [loayyeHue u TpanchopManusi NpoOTONJIACTOB

[Tporommacter R. cordifolia Beyaensm cormacHo MpOTOKONy YOO € COaBTOpaMH
(2007). depMeHTHBIN THUIIPOJIU3 CBEKECOOPAHHBIX JHUCTHEB MPOBOJAWIM B CMECH,
conepxkamiei 1,5% nemmnonassl, 0,4% manepo3uma R-10, 0,4 M mannwuTa, 20 MM KCI,
20 MM MES-NaOH, pH 5,7. u 0,1% BCA B Teyenme 2 4YacoB mpu KOMHATHOUN
temriepatype. Ilociie nHKyOauu MpoOTOIIIACTHI JIBaXK]IbI MPOMBIBAIN pacTBOpoM WS,
conepxkammm 154 MM NacCl, 125 MM CaCly, 5 MM KCI u 2 MM MES-NaOH, pH 5,7.
Knerku uentpudyruposanu npu 100 g B TeueHHe TpeX MUHYT U PECYCICHAUPOBAIH B
oydepnom pactBope, coxepxkamem 15 MM MgCly, 0,55 M mannuta, 4 MM MES-
NaOH, pH 5,7. IIporomactel HHKyOMpOBa M P KOMHATHOW TEMIIEpaType B TEUEHUE
30 MuHyT niepes TpaHceKIren.

[TporomacTel TpaHCcHOPMHUPOBAIN IUIA3MHUIHBIME Bektopamu PPZP/EGFP wu
pPZP/rolC-EGFP ¢  momompto  I[IDI-omocpemoBanHor — TpaHchekmwu. s
TpaHchOopMaIi B CMECh MPOTOILIACTOB 00BN paBHOE KonruectBo [191-0ydepa,
coaepxaiero 40% I131-4000, 0,2 M mannuta, 100 MM CaCl; u 30 MKT mia3MuIHON
JIHK, ocTopokxHO BCTpsixuBaiu M HHKYyOMpoBanu 15 munyT B TemHorte mpu 25°C.
[Tocne 3Toro, mMpoOTOMIACTHl TPUKABI IPOMBIBAIN pacTBOpoM W5 U OCTaBIsUIM €LIe Ha
16-18 gacoB B TemMHoTe mpu 25°C. B TUNMWYHOM 3KCHEpUMEHTE ISl TpaHCQEKIUU

ucnonbs3oBamm 1x108 npoToriactoB Ha 10 mkr mazmuanoi JIHK.

2.17.2. Buzyamu3anusi cauroro 6enka RoIC-EGFP B xuBbIX KieTKax ¢
NOMOLIbIO JIA3EPHOM CKAHMPYIOUIEeH KOH(POKATIBLHOH MUKPOCKOIIUY
Hetexuuto dyopecueniiuu EGFP B TpancopMupoBaHHBIX KJIETKaX MPOBOIUIN
MeTOJI0M KOH(pOKanbHOM MuKpockornuu ¢ nomoiipio LSM 510 META u LSM 710
LIVE (Carl Zeiss, 'epmanus) ripu JJiMHE BOJIHBI BO30YKIIEHUS Aex = 488 HM U prsibTpe
smuccun  505-530 HM. B KadecTBe OTPUIATEIBHOTO KOHTPOJS HCIIOJIb30BaIN
HeTpaHcopMHUpOBaHHBIE KJIETKH. [lolydeHHbIe W300pa)KeHUsI aHAJIM3UPOBAIA C

ITOMOIIBI0 MporpamMmMHoro ooecnieuenus ZEN 2011.
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2.18. CTaTHCTHYeCKUH aHAIH3

Cratuctuueckas o0pabOTKa JaHHBIX ObLIa MIPOU3BENECHA C MOMOILBIO TPOrPAMMBI
Statistica Bepcust 10.0. Bce nannbie B paboTe mpeacTaBieHbl Kak CpeaHee 3HAUCHUE +
CTaHJapTHas omumoOKa. /i cpaBHEHMsI CpPEIHUX 3HAYEHU MEXay JByMs BbIOOpKaMHU
npumeHsim  t-xputepuid  CThIOJIEHTa, a [ MHOXECTBEHHOTO CpPaBHEHUS —
onHO(aKTOpHBIA U AByX(akTopHBIH aucnepcuonHbii  aHanmu3 (ANOVA) ¢
UCIIOJIb30BAaHUEM TeCcTa HauMeHbllel 3HauuMoil paznoctu (H3P) ®dumepa. ['unoresy o
HOPMAJIBHOCTH  pacOpelesieHus JaHHbIX MPOBEPSIM € I[PUMEHEHHEM TecTa
Konmoroposa-CmupHoBa n Illanmmpo-Bunkca. [l BBIABIEHUS KOPPEISLUN MEXIY
NepeMEHHbIMHU onpenernsin kodgdunuent Ilupcona (r). g OLEHKH 3HAYMMOCTH
pas3nuyus JUCIEPCUil IBYX BBIOOPOK HMCHOJB30BaM F-kputepuii @uiiepa. YpoBeHb
3HauyuMmoctu P < 0,05 Obl1 BBIOpaH Kak MHHMMAJIbHOE 3HAYEHHME CTAaTHUCTUYECKOU

pasHUIbI BO BCEX DKCIICPUMCHTAX.
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3. PE3YJIBTATBI 1 OBCYXJIEHUE

3.1. Bausinue reHoB ol Ha OMOCHHTE3 BTOPUYHBIX META00JINTOB
3.1.1. Bausinue renoB ol Ha pocT U OHOCHHTE3 BTOPHUYHBIX META00JUTOB B
KaJLUTyCHBIX KyJbTypax Rubia cordifolia

KonTponbHas ©  TpaHCTeHHBbIE  KIeTouHble  KyabTypel  R. cordifolia,
SKCIIPeCCHpYIoIe OCHOBHBIE oHKOreHbl R. rhizogenes A4 (rolA, rolB, rolC), a Takxe
comepkammue HatuBHyro ¢opmy T-JIHK pRiA4, Obumn moiydeHbBl W YaCTHYHO
oxapaktepuzoBadsl B 2000-2002 rr. (Bulgakov et al., 2002). ITo3xe AOMOJHUTEIBHO
ObLIa TIOJTy4YeHa TPAaHCTEHHAsI KIIETOYHAS KYJIBTYpa, SKCIIPECCUPYIONIast Tpu TeHa — FolA,
B u C Bmectre (Shkryl et al, 2008). IIpu »3tom rolB- wu rolC-kymsTypsl
XapaKTepU30BAIUCH HAIMYMEM TETEPOTC€HHBIX KAJTYCHBIX arperaTtoB, YTO MO3BOJIMIIO
BBIICTTUTh HECKOJIBKO OTAENBHBIX JIHMHHUNA, Pa3INYalolIuXcs CKOPOCTHIO HAKOIUICHUS
OroMacchl KJIETOK U MHTEHCUBHOCTBIO OKpacKH. BbII0 ycTaHOBIEHO, YTO HAOII0JaeMbIe
¢denotunmueckue otauuus B rOIB- u  rolC-TtpaHCreHHBIX JHHSX OOYCIIOBJICHBI
pa3IMuHBIM ypOBHEM JKkcrpeccun TpaHcreHoB (Shkryl et al.,, 2008), a Ttakxke
KOPPEIUPYIOT C HAKOTUICHUEM B TPAHCTEHHBIX KYJIbTYpaX aHTPAXUHOHOB — BTOPUYHBIX
METa0O0JIMTOB IIMKUMATHOrO OMOCHMHTETHYEeCcKoro myTu. Hawubonee BbIpakeHHBIN
s¢ ekt Ha OMOCHHTE3 OKa3aja oHKoreH rolB. JlelicTBre 9TOTr0 reHa MpOsIBUIIOCH €Ile Ha
CTaUM CEJICKIIMU W COXPAHSUIOCh NPU JalbHEHIIeM KyJabTHBHpoBaHUU. ['eHbI FOIA 1
rolC oxaspiBalu yMEpEHHOE CTUMYJIUPOBAHHE CHUHTE3a AHTPAXWHOHOB, NMPH ITOM B
omiruke OT rolB ux skcmpeccus HE COMPOBOXKATach WHTHOUPYIOUIMM BIIMSHUEM Ha
HaKOIUIeHWe OuoMacchl B TPaHCTCHHBIX KylnbTypax. TpaHchopmanms KIETOK
R. cordifolia mTammom R. rhizogenes A4 Taxke mNpUBOIWIA K  YBEITUYCHUIO
COJIEp>KaHUsl aHTPAXUHOHOB, COTMIOCTAaBUMOMY MO 3P (HEKTy C COBMECTHOU IKCIIpeccuei
reHoB rol (Shkryl et al., 2008). CiemoBaTeIbHO, MOXKHO MPEIITOIOKHUTD, YTO aKTHBALIUS
BTOPUYHOTO METa0oJIu3Ma B KJIETKaX, TPAaHC(HOPMHUPOBAHHBIX JTUKUM THUIIOM OaKTEpHUH
R. rhizogenes onpenensiercs B mepByio ouepens naerictBuemM reHos roOlA, rolB u rolC.
JIeHCTBUTENbHO, CTUMYJIMPYIOIIETO JISHCTBUS Ha BTOPHYHBIA MeTaboau3M y reda rolD,
a take y apyrux reroB T-JIHK pRiA4, He otHocsmmuxcs k cemeiicTBy plast, e

obnapyxeno (Bulgakov, 2008).
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3.1.2. ¢ dexTni renos rolA u rolB B ycji0BHSIX JIUINTEILHOTO
KyJIbTHBHPOBAHHsI TPaHCIeHHBIX KyJbTYp Rubia cordifolia
Dddext renon rolB u rolC B kynbTypax KIETOK MapeHbl CEpALICITUCTHON OKa3ajcs
Ype3BBIYAHO yCTOHYMBBIM. POCTOBbIE M OHOCHHTETHYECKHE XapaKTEPUCTUKU
TPAHCTEHHBIX JIMHUA OCTaBAJIKMCHh CTAOWJIBHBIMH Ha TPOTSIKCHHH JTATEIIBHOTO
KyJIbTHBHpPOBaHUSA. MEXIy TeM, KIeTKH, TpaHcpopMmupoBaHHBIe TeHOM [OIA, co
BpeMeHeM mpuoOpenn Oojiee HHTCHCHUBHYIO OKpPAacKy, 4YTO CBHUACTEILCTBYET 00
aKTUBAIlMM B HUX HAKOIUIEHWS aHTpaxuHOHOB (Pucynok 15). UrtoObl mompoOHee
U3yYUTh HaOII0JacMble M3MEHEHHS OBbLT MPOBEACH XUMHUYECKUNA W MOJICKYJISIPHBIH
aHaJIN3 KaJUTyCHBIX JIMHUH C WCIOJIb30BaHWEM OHMOMAacchl KJIeToK W oOpasmnoB k/HK,
coOpanHbIX B J1Ba nepuoaa: ¢ 2008 mo 2013 r. (1o Toro, kak KyJbTypa RA m3menuia

okpacky) u ¢ 2014 mo 2018 r. (1mocie u3MeHeHns OKPacKu KyJbTypbl RA).

2008-2013 2014-2018

% '

Pucynok 15 — XapakTepHblii BHEIIHUIM BUJ KaJUTyCHBIX KyJbTyp R. cordifolia B
pa3Hble TEpUOJbl KYJIbTUBUpOBaHMS. R — KoHTpombHas KynbTypa; RA — rolA-
TpaHcreHHas KyibTypa; RBH — rolB-tpancrennas KyiabTypa C BBICOKAM YPOBHEM
DKCIIPECCUU TPAHCTEHA.
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BbL10 yCTaHOBJIEHO, YTO YPOBEHb KCIIpecCUu TpaHcreHoB, I0lA u rolB B pasnbie
NEepUOAbl KyJIbTUBUPOBAHMS 3HAUUTENbHO He MeHsics (Tabmuua 2). CnenoBatenbHO,
YBEJIMYECHHE HAKOIUICHUsI aHTPAXHMHOHOB B KyJbType RA 3aneiicTByeT Oosee ClioKHbIE
MOJICKYJISIPHbIC MEXaHU3MbI, 4eM y 0lB- u rolC-tpaHcreHHbBIX KyJbTypax, Y KOTOPBIX
BTOPHYHBI META00JM3M HAXOJUTCS B MPAMON KOPPEISILIMOHHON 3aBUCUMOCTH OT CHJIBI
DKCIIPECCUM OHKOTeHOB. HakormieHne cBexel M CyXoM OHMOMacchl B KIIETOYHBIX
KyJbTypaxX Tak)Ke OKa3ajoch cTaOuiabHbIM (Tabnuna 2). Kak B panHuii, Tak u B 0oJee
NO3THUH epro bl dKcpeccust MOlA mpuBoanna k ctuMyisiiuu pocra B 1,2—1,6 pasa mo
CPaBHEHHIO C KOHTPOJIbHOM KyJIETYpOH, TOrJa Kak reH rolB mHrubupoBan HakorieHHe

Ouomacchl KJIeTOK B 2—4 pa3a.

Tadauna 2 — Dkcrpeccust TeHOB Ol 1 HakoIIeHHe OMOMACChI KJIETOK B KOHTPOJIBHOM
(R), rolA- u rolB-tpancrennpix (RA m RB, cOOTBETCTBEHHO) KaJTyCHBIX KYJIbTypax
R. cordifolia

Kaerounas | p | R-II RA-| RA-II RB-| RB-II
KYyJIbTypa
DKcnpeccus 0,51+ 0,47+
rera rolA H.O. H.O. 0,08 0,07° H.O. H.O.
Dxcnpeccus 0,92+ 0,91+
rera rolB H.O. H.O. H.O. H.O. 0,03 0,05
[Ipupocr
choweit | 366,5% | 3556+ | oo 0| 6198+ | 1631+ | 16,1+
Guomacchr, | 14,4° 29,1P ’ 35,8 9,1 6,1
/7
[Ipupoct
cyxoii 16,4+ 16,5+ 19,8+ .
61/10}11430%1, 0,40 0,9° 0gr | 192£06% | 4120,19 | 43+0,5¢
r/n

Pumckue uucna mocne HazBaHus kierouHoil nuHuM, | u II, o6o3HadaroT nBa mepuoma cbopa
6uomaccel kierok: 2008-2013 rr. u 2014-2018 rr., cooTBeTcTBEHHO. JlaHHBIE NpeACTaBIeHbl Kak
cpenHee =+ craHmapTHas omuOka. Pa3sHple HajacTpouHble OyKBBI YKa3bIBAalOT HA CTAaTHUCTHYECKH

3HAUUMBbIC pa3Inyusi CcpeaHux 3HadueHuid B cTpokax (P <0,05), H3P-rectr ®dumepa. H.o. — He
00HapyXeHO.
Jlanee ObUT TIPOBEACH CPABHUTENBHBIA aHAIM3 HAKOIUICHUS BTOPUYHBIX

MEeTa0O0JIMTOB B KYJbTypax KJIETOK, COOpAaHHBIX B pa3Hble NMEPHUObI KyJIbTUBUPOBAHUS

(Veremeichik et al., 2019). Bputo ycTaHOBICHO, YTO B TCUECHHE TIEPBOTO HUCCICAYEMOTO
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BpeMeHHOro wuHTepBaja (2008-2013 rr.) cyMMapHbIH YpOBEHb HaKOILJICHUS
aHTPaxXWHOHOB B JMHUM RA coctaBmsui 11 Mr/r cyxoil mMacchl KJIETOK, TOTJa Kak BO
BTOpOoM Tmiepuoze (20142018 rr.) ux coaepkaHue MOBBICUIIOCH B 4 pa3a U COCTABUIIO
45 mr/r (Pucynok 16). boyiee Toro, mockoibKy MPUPOCT OMOMACCHI B ATOM KJIETOYHOM
JUHUHA OCTaBajCsl CTAOWJIBHO BBICOKMM, OOINas MPOAYKLHS AHTPAXWHOHOB JOCTHUIJIA
874 wmr/nm cpenpl. b0 yCTaHOBJIEHO, YTO JAaHHOE YyBEIWUYEHHE OBLIIO OOYCIIOBIIEHO,
IJIaBHBIM ~ 00pa3oM, BCIUIECKOM OHMOCHHTE3a PpyOCpUTPUHOBOM  KHUCIOTHI  IIPH
JUTMTEIILHOM KyJlbTuBUpoBaHUH. CojepkaHue pyOepUTPUHOBON KHUCIOTHI B [FOIA-
TPaHCTeHHBIX JIMHUSX yBeauumwiock ¢ 0,7 mo 13,9 Mr/r cyxoil maccel KIETOK, a
npoaykuusa ¢ 14,4 no 265 mr/a cpensl (Pucynok 16). Takum obOpaszoMm, comepxaHue
pyOEpUTPHUHOBOM KHCIIOTHI B KylbType RA okazamoce B 53 pasza Bblllle, 4eM B
KOHTPOJIbHOM KyJIbType, U B 10 pa3 Bhiie, uem B iU RBH. Kpome pybeputpunoBoi
KHUCJIOTHI, B FOIA-TpaHCIeHHON JTUHUM OoJice YeM B 4 pasa YBEIMYMIOCh U COACPKAHHE
MIPOU3BOJIHBIX MYHBHCTHHA, JOCTHTHYB TpH 3ToM 40 MI/T CyXoll MacChl KJIETOK, YTO
MOYTU COOTBETCTBYET HAKOIUICHHWIO METAa0OJMTOB JaHHOM Trpynmsl B KyJdbType RBH

(Pucynok 16). ConeprkaHue MpOU3BOIHBIX MyPITypHUHA B IUHIHA RA HE H3MEHUIIOCH.
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Pucynok 16 — Coxepxanme (A, B, 1, K) u mpoaykums (b, I', E, 3)
AHTPAXMHOHOB B KaJUTyCHBIX KyibTypax R. cordifolia. R — konTposbHas kieTodHas
muanst; RA  — rolA-tpancrennas kierounas juHus; RBM — rolB-tpancrennas
KJICTOYHAsl JIMHUS C YMEPCHHBIM YpOBHEM OJKcrpeccun TpaHcreHa;, RBH — rolB-
TpPaHCTCHHAS KJICTOYHAsS JMHHS C BRICOKMM YPOBHEM DKCIIPECCUU TpaHCreHa. PuMmckue
qyucia mociie Ha3BaHus kietouHod ymHuM, | u 1I, o60o3HavaroT nBa mepuona cOopa
oumomaccel kietok: 2008-2013 rr. u 2014-2018 rr., cooTBercTBeHHO. JlaHHBIE
MIPE/ICTABIICHBI KaK cpeaHee + cTaHaapTHas ommbOka. PazHbie OyKBBI Haj CTOJIOIIAMU
YKa3bIBAIOT Ha CTATHCTUYECKH 3HAYMMbIC pa3nuuns cpeanux 3Hadenuid (p < 0,05),

Conep:xanue pyGepHTPHHOBOH KHCIIOTBI,
MI/T cyXoii GHoMacchl

H3P-tect ®umepa.

TIpoaykuust pyGepHTPHHOBOM KHCIIOTBI, MI/JI
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Hcnonw3ys obpasiiel kJJHK KOHTpoabHOM 1 rOl-TpaHCT€HHBIX JIMHHMA, TOJyYeHHBIC
B pa3Hble TMEpPUOJbl KYyJbTUBHUPOBAaHUSA, ObLIa H3y4YeHA JUHAMUKA HW3MEHEHUS
OKCIIPECCHUU KJTIOYEBBIX TEHOB OHMOCHHTE3a AaHTPAaXWHOHOB: H30XOPH3MAaT-CHUHTA3BI
(ICS), O-cykuununoenzoar-KoA-cunrasel (OSBS) n O-cykunnmioen3oat-KoA-nmurassl
(OSBL). Bputo ycTaHOBJIIEHO, YTO B IpoIlecce KyJbTHBHPOBAHHS B KyJIbType RA
MPOU30IIJIa AKTUBANMS TPAHCKPUIIIIMOHHOW AaKTUBHOCTH BCEX HW3YYEHHBIX TCHOB
(Pucynok 17). Ilpu sTom HambOojee BbIpaKeHHBIA 3P ¢eKT ObUT 0OHAPYKEH IS T'eHa
RcICS, ypoBeHb 3KCIIpeccHy KOTOPOTO BO BTOPOM IEPHOJIe BBIpoc Oosiee yeM B 6 pa3
1o cpaBHEHUIO ¢ nepBbIM. Dkcrpeccusi reHoB RCOSBS u RCOSBL npu 3TOM BhIpOCHa B
1,5 pa3za (Pucynok 17). TpaHCKpWIIIMOHHAs aKTUBHOCTh TCHOB OHOCHHTE3a
aHTpaXWHOHOB B rOIB-TpaHchopMHUpOBaHHBIX KJICTOYHBIX JIMHUSAX B HCCICAYEMbIC
NEpUOJIbl  CYHIECTBEHHO HE OTJIMYaiach. YK€ B [EPBOHAYAIBHBIA MEPUOJ
KyJIbTHBHpPOBaHUS  FOIB-TpaHCreHHBIC JIMHWHM XapaKTEPH30BAIMCh  HAHOOJBIINM
ypoBHeM Jkcripeccuu RCICS, uTo m ompenensuio akTHBAIMIO HAKOIUICHWS B HHX
antpaxuHoHoB (Shkryl et al., 2008). OgHako npu JUIUTETHHOM KYyJIbTUBUPOBAHHUU
JKcIpeccust 3Toro reHa B mHUM RA nocturna 3nauenuii RBH u, BepositHO, sBisercs
MaKCHUMaJIbHO BO3MOKHOW JUISI COXPAHEHHS HOPMAJbHBIX POCTOBBIX XapaKTEPUCTUK
kierok R. cordifolia. 3to cBUAETENBCTBYET O TOM, YTO UMEHHO M30XOpPU3MAaT-CHHTA3a

SIBIISICTCS JIMMUTUPYIOIUM (epMEeHTOM BTOpruHOTO MeTabonmusMma R. cordifolia.
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Pucynok 17 — Dxkcmpeccus renoB R. cordifolia, yuyactByrommx B OHOCHHTE3E
anTpaxuHoHOB. A — RCICS, uzoxopusmar-cunrasa; b — RCOSBS, O-cykiununoen3oar-
KoA-cunraza; B — RCOSBL, O-cyknumaunoensoar-KoA-muraza. R — koHTpoabHas
kiaetouHas JmHusA; RA — rolA-tpancrennas kierounas jawHusg,; RBM — rolB-
TPaHCTeHHAs KJICTOYHAs JIMHHUS C YMEPEHHBIM YPOBHEM dKCIpeccun TpaHcreHa, RBH —
rolB-tpaHcrerHass Kjie€TOYHAsi JIMHHS C BBICOKHM YPOBHEM OKCIPECCHH TPaHCTEHA.
JlaHHbBIE TpeACTaBICHbl KAk CpeaHee + cTaHAapTHas ommOKa. Pa3Hble OyKBBI Haj

CTOJIOIIAMH yKa3bIBAIOT HA CTATUCTUYECKU 3HAUMMBIE PA3INIUs CPETHUX 3HAUCHUH (P <
0,05), H3P-Tect ®umepa.
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OnHy M3 KOHEYHBIX CTaAuil OMOCHMHTE3a AHTPAXWHOHOB KaTaIU3UPYET (PEepMEHT
nzoneHTeHungudocdar-nenpra-uzomepaza (IPPi). Ha srane wunentudukanuu reHa,
xkonupytomero ¢epmert IPPi R. cordifolia, 6pwio BeIsSIBICHO Hamuume OBYX U30(GOPM.
[epBas, RcIPPi, (Homep moctyma B GenBank MKO990819), nmena TUNWYHBIA I
pacteHuil koHcepBaTUBHBIN KaTanutudeckuiit NUDIX nomen, a Takxe ¢aHKupyronme
ero aMUHOKHCJIOTHBIE ocTatku. Bropas wu3odopma, RCIPPi-t (Homep nmoctyma B
GenBank MK990818), umena tpanzuuuio A—>G B mNojio)XeHUH 226 T.H., KOTOpas
IPUBOAWIA K 3aMEHE IMCTEMHA HA THPO3MH B OOJACTH CBA3BIBAHHMS HMOHOB Mg?*
(Pucynok 18A). AHanm3 SKCIPECCHH ITHX ABYX H30(opM B rOlA- u rolB-TpaHcreHHbIX
JUHUSIX BBISIBUJI HHTEPECHYIO 3aKOHOMEPHOCTh. Tak B Hauasie HaOIIOCHUS, SKCIIPECCHS
RcIPPi B RA kynbType npeBblliaia 3Ha4eHHEe KOHTPOJIbHOE KyJIbTYyphl B 1,3 pasa, a K
KOHILy MccaeayeMoro nepuojaa yxe B 2 pasa (Pucynok 18B). Ilpu 3Tom B KynbTypax
RBM u RBH wu3HauanbHblii 3—5 KpaTHBIH MpupocT B ypoBHE TpaHckpuniwu RCIPPI B
pe3ynbTaTe AIUTENBHOTO KyJIbTUBUPOBAHMS, HAMPOTUB, CHU3WICS. AHAIOTHYHAS
JUHAMHKA TPAHCKPHUIIIIMOHHOW aKTUBHOCTH HaOoaanachk u st uzodopmel RCIPPi-t ¢
TEM OTJIMYUEM, YTO €€ YPOBEHb B KYJIbTypax ObUT HUXKE, yeM y nzopopmbl RCIPPI. Otn
pe3yabTaThl TOKAa3bIBAIOT, YTO OOIMi ypoBeHb dkcmpeccun IPPI B mpormecce
KyJIbTUBUPOBAHMS yBeIUUMBajics Toibko B FOlA-tpancrennoit nmmauu R. cordifolia.
®dynkimoHanbHbie  0ocodeHHOCcTH M30(hopmbl IPPi-t B OMOCHHTE3¢ aHTPaXMHOHOB B
HacTosIIee BpPEeMs HEU3BECTHBI U €€ 3Ha4ueHue B rOl-omocpemoBaHHOW MoauduKanuu
BTOPUYHOTO METabOJIM3Ma MapEeHbl CEepJLENUCTHON TpelOyeT aanbHeiiero Oomee

ACTaJIbHOI'O aHaJIn3a.
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Pucynok 18 — Ananuz uzodopM resa nzonenteHuandocdar-aenbra-u3oMepasbl
(IPPi) R. cordifolia. A — cpaBHeHHEe aMHUHOKHCIIOTHBIX MocienoBaTeabHocTei IPPi B
oomactu NUDIX nmomena (BwimeneH momuepkuBanuem). Homepa  moctyma
nocienoBatenbHocTed IPP1 B 6aze GenBank: R. cordifolia, MK990819 u MK990818;
A. thaliana, NP 197148 u NP_186927; A. lyrata, XP_002884339; Brassica oleracea,
AAF36996; Catharanthus roseus, ABW98669; Populus trichocarpa, XP_002325469;
Ricinus communis, XP_002514848; Sorghum bicolor, XP_002460827; Zea mays,
NP_001105037; Clarkia breweri, AAB67743; Oryza sativa, AAF29978). Caiitbl
CBA3BIBAHMA HMOHOB Mg?* 0003Ha4YeHbl 3BE3NOYKAMM, CTpEIKAa YyKa3blBaeT Ha
amMmuHOKHCIOTHYI0 3ameHy C—Y B mocnenoBarenbHocTH RcIPPi-t. B — skcmpeccus
rerHoB RCIPPI u RCIPPi-t. R — koHTposibHas kinerounas aunus; RA — rolA-tpancrennas
kiaeTouyHas uHuss, RBM — rolB-tpaHcrenHas KieTouHasi JMHHUS ¢ YMEPCHHBIM YPOBHEM
skcrpeccun TpaHcreHa; RBH — rolB-tpancrennass kiaeTouyHass JMHHS C BBICOKHM
YPOBHEM JKCITPECCHH TpaHCTeHa. JlaHHBbIC MpECTaBICHBI KaK CpeaHee = CTaHIapTHas
ommnOka. Pa3zHbie OykBbI Haj CTOJNOIAMH YKa3bIBAIOT HA CTATUCTUYECKUA 3HAYMMBIC
pasnuuns cpenuux 3nadeHuit (p < 0,05), H3P-rect @umepa.
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3.1.3. ®apmakoyioru4yecKkasi aKTHBHOCTh AHTPAXMHOHOB M3 KAJLIyCHOM
KyJabTypbl Rubia cordifolia
B kxadectBe 00BEKTa MCCIEIOBAHUS MCIOIB30BAIM MpENapaTsl, MPUTrOTOBICHHBIC
U3 KajutycHo Omomaccel nuHUU R Mapenwl cepauenuctHo. Jlo 85% cymmapHoro
COJIep KaHUsl AHTPAXMHOHOB B Ipenapare COCTABJSIIM JIBA COSAMHEHUS — MyHBUCTUH U
nypnypuH, eme 9% NpuxoAuiioch Ha alu3apuH U PyOEpUTPUHOBYIO KHUCIOTY, a
MUHOpPHBIE KOMIIOHEHTHI OBLJIM TIPEJICTABICHBl KCAHTAIypPIypuHOM U 3dupamu
KCcaHTanmypnypuHa U MyHbuctuHa (Tabmuma 3). B memom, mporeHTHOE cofepKaHue

JAaHHBIX aHTPAXWUHOHOB B IIPCIIAPATC COOTBCTCTBOBAJIO NX HAKOINICHUIO B KaJLITyCax.

Taoaunma 3 — CopaepxaHue aHTPaXMHOHOB B KaJulycHoW KynbType R. cordifolia wu
npernapare, IPUTOTOBICHHOM U3 ¢¢ OMOMACChI

ConepxaHue aHTPaxXUHOHOB, %
Kamnyc [Ipenapar
MyHBUCTHH 60,3 62,4
[Typmypun 20,2 22,5
PyGeputpunoBas kuciora 7,4 3,5
AnuzapuH 4.8 5,5
Kcantonmypmypun 1,2 0,8
MeTtunossiii a3¢up mynsuctuna | 0,3 0,4
Otunossiii 3pup kcanromypuna | 0,2 0,3

[TpoTUBOBOCTIATUTENBFHYIO AaKTUBHOCTH TIperapara WCHBITHIBAIA Ha MOJAEITH
OCTPOr0  BOCHAJUTENBHOTO  OT€Ka  KOHEYHOCTEM  KpbIC, HMHIYLHUPOBAHHOIO
kappareauHoM (Mishchenko et al., 2007). Beuto ycranoBieHo, 4To Ha (hOHE BBEICHHUSI
AHTPAXWHOHOB YBEJIMUYEHHE 00beMa KOHEYHOCTH Yy ONBITHBIX KpbIC OBUIO MEHee
BeIpakeHo (Pucynok 19A). MakcumansHoe cHkeHue oteka Ha 38,5% wnabmromamm
yepe3 | wyac mocine Havana BdkcrnepuMeHTa. HaOmrogaembiii 3p@exkT HecKoabKo
CHIDKAJICSI CO BPEMEHEM, OJHAKO OCTaBaJICSl 3HAYUMBIM [0 CPaBHEHHUIO C KOHTPOJIEM.
AnTHIpONMQEepaTHBHBIE CBONCTBA IMperapara TaKkKe NPOSBISLIUCH M HA MOJCIH

WHIYUUPOBAHHOW TPAHYJIEMBbl KpbIC. YCTaHOBJIEHO, YTO AHTPAXUHOHBI 3aAMEIISIIOT
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IPUPOCT BIAKHOM M CyXOW Macchl rpaHyjieMbl Ha 27% 1O CpaBHEHUIO C KOHTPOJEM
(Pucynok 19B). [laHHbIe pe3yabTaThl CBUICTECILCTBYIOT O TOM, YTO Iperapar

AHTPAXWHOHOB ocja0igeT Pa3BUTHUC KaK OCTPOI'0, TaK U XPOHHUYICCKOT'O BOCITAJICHH.
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Pucynok 19 — BiusiHue aHTpaXWHOHOB M3 KJIETOYHOH KyJabTypbl R. cordifolia na
(A) pa3BuTHE KappareHHMH-UHIYILIMPOBAHHOTO OTeka koHeuHocTel u (B) dhopmupoBanue
XJIOMYaToOyMaXHOW TrpaHylieMbl y KpbIC. JlaHHBIE NpPEACTaBIEHbI KaK CpeaHee +
cTaHjapTHas omuOka. * CTaTUCTUUECKHM 3HAYUMBIE pPa3idyus CPEIHUX 3HAYCHUU
(p <0,05), t-rect CThIOAEHTA.

[Ipn MoaenMpoBaHUK OKUCIHMTENIBHOIO CTpecca MyTeM CyOIUIaHTaApHOTO BBEACHUS
dbopmaiiiHa, B TIUJIa3ME€ KpPOBH KpbIC BO3pacTaja KOHIEHTpalus THoOapOUTypar-
PEaKTUBHBIX TPOJIYKTOB, YTO CBUICTEIHCTBOBAIO 00 WHIYKIMKA TMEPEKUCHOTO
okucienus aunuaoB (Tadmuua 4). Habmronaemblil 3 (eKT conpoBOXIaICs akTUBAIMEH
AHTUOKCUJIAHTHBIX (bepMeHTOB: KaTanasbl, CYNEPOKCUITUCMYTa3bI "
rrytatioHnepokcunassl  (Tabmuna 4). [lpumenenue mnpemapara U3 KaJUTyCHOU
OMoOMacchl YMEHBIIANO COJEpKaHHe THOOApOUTYpOBBIX MPOAYKTOB B 1,2 pasza mo
CPaBHEHHIO C KOHTPOJIbHBIMU KUBOTHBIMH, OJTHAKO OCTAaBalI0Ch Ha 26,5% Bblllle YPOBHS
WHTAaKTHOW  Tpymmbel.  [lpm  3TOM  WHAOYKIWS ~ aKTUBHOCTH  Karajasbl |
[JIyTAaTUOHIIEPOKCHU/Ia3bl B OMBITHBIX XMBOTHBIX OKa3ajnach Ha 18—19% Huxke, yem B

KOHTPOJIC, TOrJa KaK aKTHUBHOCTb CYHCPOKCHAANUCMYTAa3bl CTATUCTHYCCKHU HC
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oranuanack (Mishchenko et al., 2007). Takum 006pa3oM, MOXKHO HPEAIOI0KUTh, YTO B
YCIOBHSX  CBOOOJHO-PAIUKAIBHOTO  OKHUCJICHHS  AHTPAXMHOHBI  AKTHBUPYIOT
He(EPMEHTHBIE CUCTEMbI aHTHOKCHUIAHTHOM 3aIIUThI KICTOK.

[IpoTHBOBOCHIATIMTEIBHOE JECHCTBHE aHTPAXMHOHOB MOJXET OBITh CBSI3aHO C HUX
CIIOCOOHOCTHIO HHTHOMPOBATH MPOUH(pIAMMATOPHBIC IIUTOKUHBI B (PaKTOPHI, TAKHE KakK
NF-xB, a Taxke ¢ MOAyJIALMEN JAPYTUX KIETOYHBIX NYTEW, OTBETCTBEHHBIX 32
BOCIaMTeNbHbIC peakiuu (Xin et al., 2022; Chen et al., 2022; Vincendeau et al., 2016).
AHTHOKCHIAHTHBIE CBOWCTBA aHTPAXMHOHOB OOYCJOBJACHBI HX CIIOCOOHOCTBIO
HEUTpaIM30BaTh CBOOOHBIC PATUKAIIbI, MPEAOTBPAIIas OKUCIUTEIBHOE TOBPESKICHHUE
kierok (Eskandarzadeh et al., 2023). Dto cBOWCTBO, BEpOSITHO, CBA3aHO C HAJIMYHEM
HNOJMIMKINYECKOH  CTPYKTYpBI, CIIOCOOHOH  ylIaBiaMBaTh H  CTaOMIM3MPOBATH

peaktuBHbIe PopMmbl kuciopoaa (Nam et al., 2017; Trung et al., 2021).

Tadauna 4 — BrusHue aHTpaXWHOHOB M3 KIETOYHOH KyibTypbl R.cordifolia na
NIOKa3aTeN OKCUJIaHTHOTO U aHTUOKCHAHTHOTO CTaTyca KPOBHU Y KPBIC

HMHTakTHBIE KOHTpOHBHBIG OnbITHBIC

TBPII, MxM 2,5+0,18 4,2+0,18%* 3,4+0,12%*
Karanasa, % 12,2+1,27 22,4+1,02*% | 18,3+0,43*
CynepokcuaaucmyTasa, % 16,9+0,81 28,3+1,05* | 27,1+0,82*

I'myraTnonnepokcuaasa,
233+7,3 243+11,2 195,3+5*
En/mr

TBPII — TmoOGapOuTypaT-peakTUBHbIE TPOIAYKTHL. JlaHHBIE TPEACTABICHBI Kak
cpenHee * craHgapTHas omuOka. * CTaTUCTUYECKH 3HAUYMMbIE Pa3IMUUs CPEIHUX
snauenunii (p < 0,05), t-rect CThroEHTA.

[IpoTHBOBOCTIANTUTENBHOE JIEWCTBHE AHTPAXMHOHOB MOKET OBITh CBSI3aHO C HX
CIIOCOOHOCTHIO HHTUOUPOBATH MTPOUH(IIAMMATOPHBIE ITUTOKUHBI U (DAKTOPHI, TAKHE KaK
NF-xB, a Taxke ¢ MOAyJILMEH JOPYrUX KIETOYHBIX IIyTE€H, OTBETCTBEHHBIX 32
BocnanuTeNbHble peakiuu (Xin et al., 2022; Chen et al., 2022; Vincendeau et al., 2016).
AHTHOKCHUJIaHTHBIE CBONCTBA aHTPAXMHOHOB OOYCJIOBJICHBI WX CHOCOOHOCTHIO
HEUTpaJIN30BaTh CBOOOJHBIE PAAMKAJIbl, MPEIOTBPAILas OKUCIUTEIBHOE MOBPEKIACHUE

kietok (Eskandarzadeh et al., 2023). DTo cBOMCTBO, BEPOSITHO, CBA3aHO C HaJIUYHEM



140
MNOJIMLIUKINYECKOW  CTPYKTYpbl, CHOCOOHOM  yJaBiIuMBaTh W CTaOMIM3UPOBATh

peaxktuBHBIe GopMbl kuciaopoaa (Nam et al., 2017; Trung et al., 2021).

3.1.4. Bausinue reHoB ol Ha OMOCHHTE3 BTOPUYHBIX META00JIMTOB B
TpancdopmMupoBaHHbIX KopHsix Aristolochia manshuriensis

Jns momydyeHuss "BosnocaThIX' KOpHEH KUPKA30HA, OKCIUIAHTATHI JIMCTHEB,
YEepPEIIKOB, M CTeOJICH TOIBEPIINCh TpaHCHOPMAIIUK C HCIOJIb30BAaHUEM T€HOB FOIA,
rolB, u rolC. beuto o6uapyxeno, uro reusl rolC u rolB crumynupoBaiu
dbopMHupoOBaHUE aJBCHTHUBHBIX KOPHEW Ha CTEONSIX M dYepemkax, B OTIWYHE OT
9KCILIAHTAaTOB ¢ rOlA, rme kopHeoOpaszoBanue He npoucxoamiao (Shkryl et al., 2023).
UepelikoBble SKCIUIAHTATHI MTOKa3aid 0ojiee HU3KUM YpOBEHb MHIYKIUU "BOJOCATHIX"
KOpHEH 10 CPaBHEHHIO CO CTEOJICBBIMU, B TO BPEMS KaK JIMCTOBBIC SKCIJIAHTATHl BOBCE
HE JIEMOHCTPHUPOBAIIM KopHEeoOpazoBaHusi. Kpome Toro, ObUIO BBISIBIEHO, YTO Pa3BUTUE
«BOJIOCATHIX» KOPHEH y AKCIUIAHTOB, TPAHC(POPMHUPOBAHHBIX TeHOM I0IB Oputo B 1,3-2
paza Bble, 4YeM npu Tpanchopmaruu TeHoM FOIC. IlepBuUdYHBIC KyJIBTYpHI,
TpaHchopMUpOBaHHbIE TeHOM [I0lA  XapakTepu30BaJIMCh MEIJICHHBIM POCTOM |
dbopMHpOBaHUEM KOMIAKTHBIX JKEJITBIX arperatoB, W MO3TOMY OBLIM WCKIIOYCHBI U3
JTadbHEHIIero aHaiau3a. OKCIUIAaHTaThl, TPaHC(HOPMHUPOBAHHBIE MYCTHIM OWHAPHBIM
BEKTOPOM 0€3 BKJIIOUCHHMSI 'eHOB IOl, Taxke He 1moKa3aiu MPU3HAKOB HHIYKIIUH KOPHEH.
KopHeBble KyabTypbl CTE0JEBOTO MPOMCXOXKICHHS, TPAHCPOPMUPOBAHHBIC TCHAMH
rolC u rolB, o6o3unauennsic kak AC u AB COOTBETCTBEHHO, JEMOHCTPHUPOBAIIN KEITYIO
OKpAacKy M MHTCHCHBHOE OOKOBOE BETBJICHHUE, UTO SIBJSETCS THIUYHBIM JJIS KYJIbTYP
"Bonocartbix" kopHel (Pucynokx 20A). B kauecTBe KOHTPOJIS B TAHHOM HCCJIEIOBAHUH
UCITIOJIb30Baach HeTpaHCc(HOpMUpPOBAHHAS KaulycHas KyibTypa (Al), xoTopas Oblia

panee noaydena u3 creoneir A. manshuriensis (Bulgakov and Zhuravlev, 1989).
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Pucynok 20 — XapakrepHsiii BHemHuH Buj (A) u HakoruieHue Ouomaccel (B) B
KJIETOYHBIX KyibTypax A. manshuriensis (A). Al — HerparchopmupoBaHHas
KayutycHast JimHus; AC — KIIeTOYHAas KyJIbTypa, TpaHcpopmupoBanHas reHoM 0IC; AB
— KJICTOYHAs KyJbTypa, TpaHcGopMupoBaHHas reHom rolB. JlaHHbIe pencTaBiieHbl Kak
cpenHee + craHgaptHas omuOka. CTaTUCTUYECKH 3HAUYMMBbIE Ppa3IMyMsl CPEIHHUX
3HadeHui o6o3HaueHsl * (p < 0,05) u ** (p < 0,01), t-rect CThrOMCHTA.

DOKCIOHEHIMAIBHBIN POCT KJIETOUYHBIX JTUHHUI ObUT 3a)UMKCUPOBAH MEXAY TPEThEH
U 4yeTBepTor Henensmu skcrnepuMenta (Shkryl et al., 2023), mpu 3ToM MakcuMaIbHOE
yBEJIMYECHHE OMOMAacChl KJIETOK HaOIIOaNoch B KyJbTypax Ha 4yeTBepTod Hexmene. [1o
3aBEpPUICHUN KYJIbTUBUPOBAHUS, ChIPOU U cyXol Bec aiist KyaeTyp Al, AC u AB goctur
3HaueHui 36,6 u 7,4 r/m, 111,4 u 22,5 r/n, a Taxke 219,0 u 57,5 1/11, COOTBETCTBEHHO
(Pucynok 20B).

C mnomompio BOXKX-VO-MC-ananmuza KIETOYHBIX KYJIbTYp H  CTeOnei
A. manshuriensis ObI0  HUACHTU(DUIIMPOBAHO CEMb OCHOBHBIX  IPOM3BOIHBIX
(heHaHTPEHOBOM KHUCJIOTHI, BKJIIOYAs IIECTh apHCTOJOXUEBBIX KHCIOT (AK) m omun
anopduHoBBIi ankanous (Pucynok 21). Bee coeauHenust ObUTH MICHTH(PHUIIMPOBAHBI
nyteM cpaBHeHHs UX Y® u MC cnekTpoB, BpEMEHH yAEpKUBaHUsA, a TAKXKE XapakTepa
(bparMeHTaIMK ¢ JOCTYIMHBIMH CTaHJapTaMH U JINTepaTypHbIMH nanHbIMU (Michl et al.,
2016). B pesynbraTe ObUIM HMASHTUPUIIUPOBaHBI apuctojgoxueBbie kuciaoTsl I, 11, 1113,

IVa/b (AK-l, AK-Il, AK-Illa, AK-IVa/b, cooTBeTCTBEHHO), TJIFOKO3HUIbI
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apucronoxueBbix kucioT Illa u IVa/b (AK-Illa-G u AK-IVa/b-G, cooTBeTcTBeHHO), a
Takke MarHoQJIOpuH. XHUMHUYECKHE CTPYKTYphl OOHApPYKEHHBIX COCTUHEHHM

npeacTaBiieHbl Ha Pucynke 21.
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Pucynok 21 — BDXKX cnekrp BTOpHuHBIX MeTabomuToB A. manshuriensis B
OKCTPaKTaX W3 KOHTPOJbHON KayurycHOW KynbTypel Al (A), rolC-tpancrennoit
kiaetouHor KyiabTypel AC (B), rolB-tpancrennoi kierounoit kynbtypel AB (B) u
mukopactymed suanbl (I'). Taxxke mnpeacraBieH XpomarorpaMma CTaHIApTOB U
XUMHUYECKHUE CTPYKTYpPBHI UACHTU(UIUPOBAHHBIX COETMHEHUN (A, E).
NnentudunrupoBaHHble COCIMHEHUS: TIIOKO3UJ apuctojioxueBoir kuciotel Illa (1),
MarHoquiopuH (2), TIIOK03u1 apucToigoxueBon kuciotel [Va/IVb (3), apuctomoxuenas
kucnota Illa (4), apuctonoxueBas kucinora [Va/IVb (5), apucronoxuesas kuciota II
(6), apuctonoxuenas kucyota I (7).

B TpaHcrenneix kierounbix JuHUAX AC u  AB olOmee coxepxkanue
apHUCTOJIOXUEBBIX KUCIOT OKA3aJoCh B 7—8 pa3 BBILIE [0 CPABHEHUIO C KOHTPOJIbHBIMHU
kaurycamu Al. OgHako UX ypoBeHb Bce ke Obul B 1,5—1,6 pasa Huxe, 4eM B CTEOISIX
A. manshuriensis. Ilpu cpaBuennu 3¢dextoB reHoB rolC u rolB Ha HakorieHue
ApUCTOJIOXMEBBIX KHCJIOT OBUTM BBISBICHBI ompeeieHHbie pasnuuus (Tabmuma 5).
Camoe 3amMeTHOe yBelIudeHHe KoHIeHTpauuu, B 12—40 pa3, o6Hapyxkeno ana AK-111a,

AK-IVa/b u AK-llla-G, Torma kak Ooyee yMmepeHHOE YyBenuueHue, B 6—8 pas,
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naomoaanock it AK-IT u AK-1Va/b-G. B 1o xe Bpems, yposeub AK-I causuics B 5,5

pasa. Conepkanue wmarHodaopuHa okaszajgoch HauBbicimM B rOlC- u  rolB-

TpaHC(HOPMHUPOBAHHBIX KOPHSIX, MPEBHINIAs TTOKa3aTean KayutycHou quaud Al B 5,8 u

2,8 pa3a, COOTBETCTBEHHO. B pesynbrare ATOTO

IPOIYKLIMS ankajousa B
yeThIpexHeAenbHbIX KynbTypax AC u AB pocturna 3nauenuit 128,7 u 158,7 wmr/m,

COOTBCTCTBCHHO.

Tadauma 5 — CojepikaHue apUCTOJIOXHMEBBIX KHUCIOT M MarHodiaopuHa (Mr/T
CYXOM Macchl) B KJICTOYHBIX KyJIbTypax U cTeOsix A. manshuriensis

MeTaboIUTHEI Al AC AB Ctebenn
Marnodaopua 0,99 +0,102¢ 5,72 + 0,686% 2,76 +£0,304° | 3,39+0,475°
AK-I 0,11 +0,010° 0,02 £ 0,02° 0,02 +0,002¢ | 1,23 +0,1392
AK-I 0,01 £0,001¢ | 0,08+0,010° | 0,06=+0,007° | 0,34 + 0,027
AK-llla H.O. 0,12+0,016° | 0,22+0,033% | 0,04 +0,006°
AK-IVa/b 0,01 £0,001°¢ 0,15 + 0,020° 0,29 £+ 0,0342 H.O.
AK-llla-G 0,02 + 0,003" 0,77 £ 10,0982 0,80 +0,119% | 0,82 +0,1092
AK-IVa/b-G 0,14+ 0,019 | 0,99+0,133%® | 0,94+0,136° | 1,18+ 0,1542
Cymma
apuctoioxueBbix | 0,29 £0,037° 2,13 +0,280° 2,32 +0,266° | 3,61 +0,5132
K-T

A1l — HerpanchopmupoBaHHas KarycHas jauHus; AC — KJIeToO4Hasi KyJbTypa,

tpanchopmupoBanHas reHom rolC; AB — kietouHast KyJbpTypa, TpaHchopMUpOBaHHAS
reHoMm rolB. PasHbie HamcTpouHble OYKBBI YKa3bIBAIOT HA CTATUCTHYCCKH 3HAYMMBIC
paznuuus cpeaHuX 3HadyeHuil B crtpokax (p <0,05), H3P-rect ®umepa. H.0. — HE
O0OHapyX eHO.

3.1.5. ®apMaKoJI0ru4ecKas AKTUBHOCTH IKCTPAKTOB U3 KJIECTOYHBIX KYJIbTYP

Aristolochia manshuriensis

AHTHOKCHJIaHTHYIO aKTHBHOCTb OLEHUBAJIM TI0 CIOCOOHOCTH 3KCTPAKTOB
CBS3BIBaTh OKCUAHBIC paaukaibl qudenunnukpunruapazuna (ADII). Mccnenosanus
MOKa3aJId, YTO KYJIbTypbl TpaHncpopmupoBaHHbIX KopHel AC u AB aeMOHCTpUPYIOT
3HAYUTENIbHYI0 aHTHOKCUIAHTHYIO CIIOCOOHOCTh, KOTOpasi Obuia moutH B 2,8 u 2,9 pasza
BBIIIIE MO CPaBHEHHIO C KOHTPOJBHBIMU KaJlTycaMHU, COOTBETCTBEHHO. bosee Toro,
aktuBHOCTh AC 1 AB okasanmach cOmocTaBUMOI C TaKOBOHM B CTEOSX ITUKOPACTYIIEH

muanbl A. manshuriensis (Pucynok 22) (Shkryl et al., 2023).



144

[ [
8 3

2

‘50 (MKr/»nT)

o &8 8
e
e

o

e

Buramus Al AC AB Credeas
C

PucyHok 22 — AHTMOKCHIAHTHASI AKTUBHOCTB SKCTPAKTOB U3 KIETOYHBIX KYJIbTYP
u crebneit A. manshuriensis. A1 — uetpancopmupoBanHas KayutycHast muHusT; AC —
KJIETOYHAs KyJbTypa, TpanchopmupoBanHas reHom rolC; AB — kirlerounast KyJiabTypa,
TpaHchopMupoBaHHasi TeHOM I0IB. JlaHHbIe TipecTaBIeHBI KaK CpeHee = CTaHIapTHAas
ommnbOka. Pa3zHpie OykBbI HajJ CTOJOIIAMHU YKa3bIBAIOT HA CTATUCTUYECKU 3HAYMMbBIC
pasznuuus cpennux 3HaueHuit (p < 0,05), H3P-rect @umepa.

HccnenoBanusi aHTUOKCUIAAHTHOW AaKTUBHOCTH Pa3IMYHBIX BHJIOB KHPKA30HA,
Bkioyas A. indica (Subramaniyan et al., 201), A. bracteata (Jegadeeswari et al., 2014),
A. longa (EI Omari et al., 2019), A. clematitis (Benmehdi et al., 2017), u A. albida
(Guinnin et al., 2016), BbIIBUJIM 3HAUYUTETbHBIC PA3IMUMs B CIOCOOHOCTH YJIAaBIUBAThH
pagukanbl JIOII, ¢ nuamazoHom aktuBHOCTH OT 20 10 550 mkr/mu. B wacTHOCTH,
aBTOPbl OTMEUAIOT, YTO KOPHEBBIE YACTH PACTCHUN TMPOSBISIIOT O0Jee BBICOKYIO
AHTUOKCUJAHTHYI0 aKTHBHOCTh 1O CPAaBHEHUIO C HAJA3€MHBIMH, 4YTO, KakK
MpernoiaraeTcs, CBI3aHO B OCHOBHOM C cojiepxkanuem marHogiopuna (Okon et al.,
2020). Oto coenuHeHue CBs3BIBACT OKOIO 71% Bcex CBOOOMHBIX pPaJMKAIOB IPHU
koHineHTparuu Bcero B 50 mxr/miu (Li and Wang, 2014). CnenoBarenbHo, yCUJIEHUE
AHTUOKCUJIAHTHONH aKTHMBHOCTH B TpPaHC(OPMHPOBAHHBIX KOpHiIX A. manshuriensis
MOET OBITh OOYCIIOBJICHO YBEIWYCHUEM cojepkaHus wmarHodiaopuHa. [lpu stom
BOXKHO YYHUTHIBaTh, YTO OLEHKA AHTUOKCHUJIAHTHOM CIOCOOHOCTHU C HMCIOJb30BaHHEM
metoga J®III Tpebyer OCTOPOXKHOTO MOAXOAA, TaK KakK pe3yibTaTbl MOTYT HE
MOJIHOCTHIO COOTBETCTBOBATH AKTUBHOCTH SKCTPAKTOB B JKUBBIX OPTaHU3MAaX.

[{UTOTOKCHYECKYIO aKTMBHOCTb 3KCTpakToB u3 Kylabtyp Al, AC, AB u crebmns
A. manshuriensis ucciegoBamu ¢ momoripio MTT-aHann3a Ha YeTBHIPEX KICTOYHBIX

JMHUSAX: TPYKIBl HETAaTHBHBIX KJIETKAaX paka MoyiouHo# xenessl (MDA-MB-231),
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KJeTkax riauoOmactombl uyenoBeka (U-87 MGQG), kneTkax paka meiiku Matku (Hela
CCL-2) u kierkax KapuuHOMBI TojcToi kuinku denoBeka (RKO) (Pucynok 23).
OKCTpaKkT KauTyCHOW JWHWM Al CHIKan >KM3HECIIOCOOHOCTh PAKOBBIX KIIETOYHBIX
muanii HelLa CCL-2, U87 MG, RKO u MDA-MB-231 na 47%, 35%, 30% u 19,2%,
COOTBETCTBEHHO. DKCTpakThl AC CHMKanu MeTab0JINYECKy0 aKTUBHOCTh KieTok U-87
MG na 53% u kneroxk HelLa CCL-2 na 36%, a Takoke RKO na 33% u MDA-MB-231 Ha
23,9%. Dkctpaktel AB camxanu aktuBHocth HeLa CCL-2, U-87 MG, RKO u MDA-
MB-231 na 46%, 45%, 31% u 13,8%, cCOOTBETCTBEHHO. DKCTPAKThI CTEOJIEH MOKa3aIH
HHruoupyromiee nericreue Ha poct kierok U-87 MG, MDA-MB-231 u HelLa CCL-2 Ha
48,4%, 35,4% u 32,1%, cCOOTBETCTBEHHO, TOr/Ia KaK IIMTOTOKCUYHOCTH B OTHOIICHUHU
RKO ne mabmomanochk (PucyHok 23). B memom, 3Tu pe3yibTaThl MOKA3BIBAIOT, YTO
OKCTPAKThl M3  TPAaHC(HOPMUPOBAHHBIX  KOPHEW  TPOSBIAIOT  3HAUYUTEIIbHbBIC
IIUTOTOKCHYECKUE A(D(PEKThI, KOTOPHIC PA3MUAIOTCS B 3aBUCHUMOCTH OT Pa3IUYHBIX
PaKOBBIX JIUHUM, U3 YETO CICAYIOT, YTO BO3ICUCTBHUE OBLIO CIIETU(DUIHBIM IS KaXKI0TO

tuna kietok (Shkryl et al., 2023).

MDA-MB-231 U-87 MG HeL A
100+
+
=2
E =
@ =
)
g &
%S
- RN
A
Al AC ABCre' Al AC ABCre6! A1 AC ABCres! A1 AC ABCred
Pucynok 23 — BiusHHE OKCTpAaKTOB U3 KIETOYHBIX KYyJIbTYyp U cTeOien
A. manshuriensis Ha x)uU3HeCTIOCOOHOCTh KIETOUHbIX JuHMi MDA-MB-231, U-87 MG,
HelLa u RKO. Al — nerpanchopmupoBannas kamnycHas jauHus; AC — KiIeTouHas
KyJIbTypa, TpaHchopmupoBanHas reHom I0lC; AB — kietouyHas KyJbTypa,

TpaHchopmupoBanHas renoMm rolB. /laHHble peacTaBiIeHbI Kak CPEAHEE + CTaHIapTHAs
omunOka. Bce Bo3meicTBUS, 3a UCKITIOUEHUEM JKCTpakTa crednst mpotuB jmanE RKO,
3HAYUTENIHLHO OTJIMYAIOTCS OT COOTBETCTBYIOIIUX KOHTPOJIBHBIX YCIOBUM (MPUHSATHIX 32
100%) mpu p < 0,01, t-tect CrtbromeHta. 3Be3q0uka 0003HAYAET WHTHOMPOBAHUE
»ku3zHecrocooHoctu 6onee 30%.
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NHrubupyrommye CBOMCTBa SKCTPAKTOB KHUPKAa30HA MOTYT OBbITh CBS3aHBI C
nanmnuueM Mmarnoduiopuaa (Okon et al., 2020). MarnodnopuH IeMOHCTPUPYET
IIUTOTOKCUYECKOE JEHCTBHE HAa MHOXKECTBO PAKOBBIX KJIETOUYHBIX JIMHHWM, BKIIOYAs
OIyXOJIM MO3ra, KEIyJKa, MOJOYHOM Kene3bl, JIETKUX, TIeNaTOLeIUIIOISPHYIO
kapuuHomy u apyrue (Mohamed et al., 2010; Xu et al., 2020). OCHOBHBIM MEXaHH3MOM
MIPOTUBOOIYXOJICBOTO JIEHCTBUS MarHO(IOpUHA SIBJISETCS CTHUMYJISIUS aIomTo3a,
BbI3BaHHOr0 A®K, a Takxke aktuBaius ayTtodarud dYepe3 CHUTHAJbHBIE KacKaJbl
AKT/mTOR u p38 (Sun et al., 2020; Wei et al., 2020). B oTiensHBIX UCCICIOBAHUAIX
ObLJIO BBISIBIIEHO, YTO MarHo(JOpUH HE TMPOSBIAET IUTOTOKCHYECKOro 3ddekxra B
OTHOIIEHUM HEKOTOPBIX BHUOB YEJIOBEYECKUX PAKOBBIX KJIETOK, BKItouas KB, SiHa,
A549, HaCaT, SK-OV-3, SK-MEL-2, XF498, HT-29, u HCT15 (Li et al., 2014).
Kpome toro, maraoopun okazayicst 6€3BpeIHBIM ISl KIETOK SMOPHOHAIBHBIX TTOYEK
yenoBeka (HEK293) u nHopmanbHbIX xemyaounbix kietok (Li et al., 2014; Wei et al.,
2020).

[Tocne obHapyxkeHUs: aHTUTIPOTIUdEepaTUBHOTO AP (DHEKTa IKCTPAKTOB U3 KYJIBTYPhI
kiaetok A. manshuriensis ObuUT BBIMOJHEH aHaMW3 (a3 KISTOYHOTO IUKJIA Ha JIMHUH
kietok RKO. O6paboTka sxcTpaktamu u3 TpanchopmupoBanHbix kopHedt AC u AB,
NPUBOANIIA K 3aMETHOMY YBEIIMUEHHUIO MPOLEHTA KIIeTOK B aze G2/M mno cpaBHEHHUIO C
KOHTPOJIbHBIMU oOpa3iiamu (Pucynok 24A). Taxxe HaOMI01a7I0Ch TTOBHIIICHUE YPOBHS
aneyriouauu Ooniee yem Ha 10% mpu Bo3zaeiicTBUM Ha pakoBbie KieTku RKO
(PucyHok 24B). DTH naHHBIC MO3BOJISIOT MPEAOJIOKHTD, YTO KOMIIOHEHTBI SKCTPAKTOB
AC u AB moryT cnmoco6cTBOBaTh XpOMOCOMHOM HECTAOMJIBHOCTH, BEIyIIeH K THOeTn
KJIETOK U, KaK CJIEJICTBHE, K aHTUIPOIH(EpaTUBHBIM 3P deKTaM 3a CUET MOBPEKIACHUS
JHK (Shkryl et al., 2023). WccneqoBanus moka3aid, 4TO MarHo(QJOpUH UHIYIUPYET
A®K-3aBrucuMbBIil anonTo3 B pakoBbIX KieTkax (Sun et al., 2020; Wei et al., 2020),
KOTOPBIM MOXKET acCOIMUPOBATHCS C AByIenodeunbiMu paspbiBamu JIHK (Angelova et
al., 2014). Apect B koHTposbHOU TOouke G2/M SBISIETCS HM3BECTHBIM MEXaHU3MOM
3aIlUTHI, MPEAOTBPAIIAIONUM HEMPABIIBHYIO CETPEralyi0 XpOMOCOM U BEIyIIMM K

arionTo3y 410 BOSHUKHOBCHUA KpHTH‘ICCKOﬁ HECTAOMJIBHOCTH I'€HOMa.
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Pucynok 24 — Ananu3 kierouHoro iukina (A) u nporeHt aneymiouauu (b) B
auHuM pakoBbiX ki1eTok RKO mocne 00paboTKu SKCTpaKTaMHu U3 KIETOYHBIX KYJIBTYP
A. manshuriensis. A1 — HetpanchopMupoBaHHas kaurycHas JuHus; AC — KIeTodHas
KyJlnbTypa, TpaHchopmupoBaHHas reHoMm FolC; AB — kjerodyHas KyJbTypa,
TpaHchopMupoBaHHas reHoM I0lB. /laHHbIe IpeIcTaBICHBI Kak CPeIHee + CTaHIapTHasI
omuOKa. * CTaTUCTUYECKH 3HAYMMBIE pa3inuus cpenuux 3HaueHuid (P < 0,05), t-tect
CrtpIOgeHTA.

BbII0 yCTAaHOBIEHO, YTO 3KCTPAKThl U3 Pa3IMYHBIX BUAOB KUPKA30HA, BKIIOYAs
A. clematitis, A. elegans, A. acuminate u A. guentheri BBI3BIBAIOT OCTAHOBKY B (pa3e
G2/M wu anonrto3 B uHuM KieTok noyek yenoseka (HK-2) (Michl et al., 2016). beuto
O0OHapy’>KEHO, YTO YPOBEHb IIUTOTOKCHYHOCTH, UHAYKIIMU MUKposaep, apecta G2/M u
arorTo3a KOppeaupoBai ¢ coaepkanuem apucrtonakrama Bl, a takxe AK-IIla u AA-
Illa-G. WuTepecHO, YTO HAKOMIICHHWE JBYX MOCICAHUX METa0OJUTOB 3HAYUTEIHHO
Bo3pacTtayio B TpanchopmupoBaHHbix KOpHIX AC u AB (Tabnuma 5). UatepecHo, uTo
BBICOKOTOKCHYHbIE coenuHeHus: AA-I u AA-II, xapakTepHble sl pacTeHUM poja
Aristolochia, He ObLIH CBsI3aHBI ¢ OMMCcaHHBIMU 3 dekTamu uToTokcuaHocT (Michl et
al., 2016). OTu coeAMHEHNS COCTABIISIIN 3HAYUTEIBHYIO JIOJII0 B KOHTPOJIBHOU KYJIBTYpe
Al u crebne pacrenus (41-44% ot 001IET0 KOJIMYECTBA APUCTOJIOXUEBBIX KUCIIOT), B
TO BpeMs KaK WX OTHOCUTEIIBHOE COJACp)KaHUE B TPaHC(HOPMHUPOBAHHBIX KOPHSX HE
npesbimano 3—5% (Tabnuna 5). Takum o6paszom, rersl ro0lB u rolC BeI3bIBatOT Takoe
W3MEHEHHE BTOPUYHOTO MeTaboim3mMa B  TPaHC(HOPMHUPOBAHHBIX  KYJIbTypax

A. manshuriensiS, KOTOpoe TPHUBOJAUT K CHH)KCHUIO COACPKAHUS TOKCHUYHBIX
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COGI[I/IHCHI/Iﬁ M  YBCIMYCHHUIO KOHIOCHTpALUMWKW IMOTCHUOHUAIIBHO IIOJIC3HBIX BCIICCTB.
OI[HaKO ML IMIOATBCPIKACHUA 0e30IacHOCTH IMOJIYUYCHHBIX KYIIBTYD, HGO6XOI[I/IMO
MNPOBCACHUC  JIMTCIBHBIX TOKCHKOJOIMYCCKHX WUCIIBITAHUNA Ha na60paT0pHHx
JKUBOTHBIX, YTO IIO3BOJIUT OLICHHUTHL IIOTCHHHUAJIBHBIC PHCKHU W IIOATBCPAUTL HX

IPUTrOAHOCTDb IJIA I[&J'IBHGIZH.ICFO IIPUMCHCHUA.

3.1.6. Biusinue reHoB ol Ha OMOCHMHTE3 BTOPHUYHBIX META00IUTOB B
KaJLTyCHBIX KyJbTypax Arabidopsis thaliana

HecMOTpst Ha AOBOJILHO JUTMTENBHYIO UCTOPUIO M3YYCHUSI TEHOB FOl, OCHOBHBIMHU
O0BEKTaMU Ui WX TEeTePOJIOTUYHOM OSKCIPECCUU CIYKWJIH Ppa3jInyHble BUIBI
JIEKapCTBEHHBIX U JEKOPATUBHBIX pacTeHuil. [Ipu aToM 11 mpoBeAeHUsT MOJIEKYIIPHO-
TCHETUYECKHUX MCCIICIOBAaHUN YJ00HEEe MCIOIh30BaTh MOJICIBHBIC BHIBI OPTaHU3MOB,
T'€HOMBI KOTOPBIX CEKBEHHPOBAHBI. B KauecTBe TaKOro MOJENBHOTO0 00BEKTa B TaHHOU
paboTe OBLIO BBIOpaHO pacTeHme pesyxoBuaku Tamsa, Arabidopsis thaliana.
KonrponsHas, rolB- u rolC-tpancrennbie KiIeTOYHBIC KyJIbTYphl OBUTH IOJyYEHBI C
IOMOIIIBI0 METOJa arpo0aKTepualbHOW TpaHCHOPMAIMM JUCTOBBIX AKCIUIAHTOB
(Bulgakov et al., 2016). Iloxy4eHHBIEe KyJbTYpbl OBUIM TPEICTABICHBI PBIXJION
HEMOP(OTEeHHON KaJUTyCHOM Maccoil ¢ paBHOMEpPHOW KpemoBOil okpackoil. Kak u B
cllyyae¢ C KJICTOYHBIMHA JIMHUSAMH MAapeHbl CEPALCTHCTHOW, I KaXIOro U3
UCCIIeyeMbIX TeHOB IOl n3Ha4aIbHO OBLIO MOJYYEHO HECKOJIBKO HE3aBHCHUMBIX JIMHHMA
pe3yxoBuaku Taisg ¢ pasHBIM YPOBHEM OJKCHpeccHu TpaHcreHa. OIHAKO ecinu y
R. cordifolia pasnmuuss B cmie dKcmpeccud TeHOB IOl sIpKO  MPOSIBISUIMCH B
WHTCHCUBHOCTH OKpacku KatycoB, y A.thaliana BHemHue oTiauuus MexIy
TPaHCTEHHBIMHU JIMHUSMU ObLITH HE3HAYNTEIIbHBI.

BbUTO yCTaHOBIIEHO, YTO KOHTPOJIbHAS W TPAHCTEHHBIC KAJUTYCHBIC KYJIBTYPBI
A. thaliana mpoaylMpyOT TOJBKO JBa COCIWHCHHS, OTHOCAIIMECS K WHIOJIBHBIM
TJIIOKO3WHOJIATaM, a TaKXKe HEOOJbIIOe KOJUYECTBO HHJOJIBHOTO aJKaJlonaa —
kamasiekcuHa (Pucynok 25; Tabmuua 6). Cxoanbslit mpoduiib BTOPUYHBIX META00JIUTOB
B KyJbTHBHpYyeMbIX KieTkax A.thaliana 6wt BeisiBieH u panee (Kastell et al., 2013).
[Tpu sToM B camux mpopoctkax A. thaliana 6s110 UaeHTUDUIIMPOBAHO 25 BTOPHYHBIX

MeTabOJUTOB, XapaKTEePHbIX s JaHHOTro Buaa pactenus (Pucynok 25; Tabnmmua 6).
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OTU pe3ysbTaThl CBHJAETEILCTBYET O PENPECCUPOBAHHOM COCTOSIHUH BTOPHYHOIO
MeTabonmu3Ma B KauTyCHbIX KieTkax A.thaliana. OOmiee conepkaHue WHIOJbHBIX
TUIFOKO3WHOJIATOB B KOHTPOJIbHON KyJIbType At coctaBuio 0,77 MKM/T cyXxoi macchl,
Toraa Kak B rolB-TpaHCcreHHON JIMHUKM YpOBEHb MX HaKOIUIeHUs gocturan 2,20 MxkM/r
cyxoii Maccel (Tabmmma 6), 9TO COOTBETCTBYET Bcero 25% OT WX COAEp)KaHHs B
uHTakTHOM pacTeHnd. ['eH rolC He oka3ayl 3HAYUTEIIHLHOTO BIIMSHHS HAa HAKOIUICHHE
BTOPUYHBIX METa0OJUTOB. [IpH 3TOM KayuTyCHBIE KYJBTYphI MPOIYLHUPOBAIA PaBHOE
KOJIMYECTBO KaMaJIeKCHHA, KOTOPBIH B OOBIYHBIX YCIIOBUSAX HE CHHTE3HPYETCS B
pactennu A. thaliana. Takum o0pa3oM, cocoOHOCTH FOIB akTHBHPOBAaTH BTOPUYHBIM
MeTaboMu3M B TpaHCTeHHBbIX KieTkax A. thaliana Obima MeHee BbIpakeHa IIO
cpaBHeHHIO ¢ KyiabTypamu R. cordifolia m He oka3piBanma BIHMSHHS Ha OHOCHHTE3

aHI/I(l)aTI/ILICCKI/IX TJIFOKO3HMHOJIATOB 1 (1)JIaBOHOI/II[OB.
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Pucynok 25 — BOXKX crexktp Broprunbix MeTabomuToB A. thaliana B skcTpakrax
u3 pactenus (A, B), koutponbHo#i (B) u rolB-tpancrennoi (I') KalIyCHBIX KYJIBTYP.
HomMmepa nukoB COOTBETCTBYIOT MOPSIKOBBIM HOMEpaM coeuHenuit B Tabnuiie 6.
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Tadauma 6 — CopaepkaHue BTOPUYHBIX META0OJMTOB B KJICTOYHBIX KYJIbTYpax H
npopoctkax A. thaliana (MkM/r cyxoit macchr)

Ne MeTaboInUThI At AB AC [IpopocTtku

M1Ka
I'anko3uabl (JIaBOHOUI0B 2,68

1 Ksepuerun-rekcosa- 0,09+0,01
JTUIC30KCHIeKCOo3a

2 Kemndepoin-rekcosa- 0,52+0.06
JIUIC30KCHTEKC03a

3 KBepuerun-rexcosa- 0,46+0.,05
JIE30KCUTeKCco3a

4 Kemmndepon-rekcosza- 0,5940,05
JIE30KCHIeKC03a

5 H3opamHeTHH-reKco3a- 0.1740,02
JIE30KCUTeKCco3a

6 Kemndepoi-guue3okcurekcosa 0,85+0,07
I'10K03uHOIATHI 0,77 2,20 1,04 9,06

7 HUnnon-3-mi-mermin-riokosunonar | 0,52+0,08 1,41+0,16* 0,53+0,10 1,85+0,21

g | d-meroxcmnaon-3-mmerni- 0,25£0,07 | 0,79+0,12* | 0,51£0,08* | 0,44:£0,09
[TIOKO3UHOJIAT

9 1-MeTOKCHUHIOII-3-UIMETHII- 0,52+0,09
TITFOKO3WHOJIAT

10 4-MeTUITHOOY THII-TJIFOKO3WHOJIAT 1,63+0,25

11 5-MeTHITHONIEHTHUII-TITIOKO3UHOJIAT 0,11+0,02

12 {-METHUITHOT I THII-TITFOKO3WHOJIAT 0,06+0,01

13 8-MEeTUATHOOKTUII-TJIFOKO3HHOJIAT 0,13+0,03

14 3-MEeTHIICYJIb(OUHIITIPOTIHII- 0,5940,09
TITFOKO3WHOJIAT

15 4-meTuncynbQUHUIOY THII- 3.06:£0,45
TTFOKO3UHOJIAT

16 S5-MeTuICynb(UHUITICHTUII- 0.22+0,07
CTIOKO3UHOJIAT

17 6-MeTHIICYJTb(PUHUITSKCHII- 0,010,008
TITFOKO3UHOJIAT

18 7-MeTUICYIb(OUHUIT eI THII- 0.05:0,01
TITFOKO3UHOJIAT

19 8-MeTuiCynbHUHUITOKTHII- 0.2940,06
CTIOKO3UHOJIAT

20 DeHeTHII-TITIOKO3HHOJIAT 0,03+0,008

21 I"eKCHII-TIIIOKO3UHOJIAT 0,01+0,007

22 4-0eH30MIOKCUOY THII- 0.06:0,01
TITFOKO3UHOJIAT
AJKaJIOUAbI

23 Kamanekcun 0,02+0,008 | 0,02+0,005 0,02+0,006

At — kouTposbHas kynbTypa, AB u AC — rolB- u rolC-tpancreHnbie KyJabTyphl,
COOTBETCTBEHHO. JlaHHBIE MpEACTaBIEeHbl KakK CcpeAHee + cTaHiapTHas ouroKa.
* CTaTUCTUYECKU 3HAYUMBbIE pa3iaudus cpeanux 3HadeHui (P < 0,05) no cpaBHEHUIO ¢
KoHTpoJieM (At), t-rect CtbrogeHTa.
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st Toro 4yToObl MPOSICHUTH OCOOEHHOCTH XMMHYECKOTO COCTaBa KJIETOYHBIX
nuand At 1 ABH, Obut mpoBeieH aHayn3 BiUsHHE FOIB Ha 3KCHpPECCHIO KITFOUEBBIX
TeHOB BTOopuuHOro Metaboymsma A. thaliana. B uHTakTHOM pacTeHHWU M KOHTPOJIBHOM
KyJabType At  oOOHay)XeH  OTHOCHUTEIHHO  BBICOKMA  YpOBEHb  DIKCIPECCUU
TpaHCKpUNUMOHHBIX akTopoB MYB11 u MYB111, toraa kak skcrpeccust rena MYB12
obuta camwkena (Pucynok 26). IlogoGubiii TpaHckpunuuoHHBINH nattepH MYB reHos
XapakTepeH 1 KOTHIICAOHOB (ceMsaoibHBIX JHcTheB) A. thaliana skoruma Col-0
(Stracke et al., 2007) 1 MOATOMY MOT' COXpPaHUTHCS U B KOHTPOJIBHOU KYJIbTYpE, KOTOpas
Oblla TMOJy4YyeHa U3 JHUCTBEB MOJIOABIX MPOpPOCTKOB. [IpuMeuaTenbHO, 4TO
cBepxdkcrpeccusi rolB  Hapymaer BblmeonucaHHBIM OanaHc, mpeBpamias ero B
TUNIUYHBIA «KOPHEBOI» MaTTepH — C BBICOKOM HKcmpeccuer MYB12 u Hu3KO#
skcnpeccueir MYB111l (Pucynok 26). CrnocoOHocTh r0IB K MHIYKIIMM KOPHEBBIX
Heoruiazuil y pactenuit mumpoko u3BectHa (Nilsson et al., 1997). Xots kamtycst ABH
HE MPOSABIIAIOT KaKUX-THO0O0 MPU3HAKOB KOPHEOOPa30BaHUsA, OHU, BEPOSITHO, COXPAHSIOT
3TO NPHUCYIIEE OHKOI'€HY CBOMCTBO Ha TPaHCKPUIILIMOHHOM YypoBHe. TakuM oOpaszom,
rolB Bimuser Ha 3Kcmpeccruto (HAaKTOPOB TPAHCKPHIIIINU, CBS3aHHBIX C BTOPUYHBIM
MeTab0IM3MOM, M 3Ta aKTHBHOCTh MOJKET OBITh OOYCIIOBJIEHA €ro CIIOCOOHOCTHIO
WHIYIIUPOBATh OCOOBIN THIT HEOTUTACTUYECKOM TpaHC(hOpMAaIK PACTUTEIBHBIX KIETOK.

W3BecTHO, 4TO TOBBIIIEHHas dkcnpeccus reHa MYB12 B mpopoctkax A. thaliana
IPUBOJUT K aKTHBAIIMKM HAKOIJICHUS B HUX (DJIaBAHOUJOB, UTO KOPPEIUPYET C YPOBHEM
OKCIIPECCUN TaKUX T€HOB OMOCHWHTE3a Kak XalkoH-cuHTaza (CHS), xamkoH-m3zomepasa
(CHI), ¢naBanon-3-runpokcuiaza (F3H) u ¢maBanon-cunrtaser (FLS), Torma kak
TpaHCKpunuus uHHaMar-4-ruapokcunassl  (C4H), drnaBoHOMI-3'-MOHOOKCHUTEHA3HI
(F3'H) u mu-ruapodaaBonon-4-peaykrassl (DFR) ne usmensiace (Mehrtens et al.,
2005). Bbeuto oOHapyskeHo, uTO 3Kcmpeccus FOIB crmocoOcTByeT akTHBaUMU BCeX
W3YYCHHBIX KJIIOYEBBIX TE€HOB OMOCHHTE3a ()IaBOHOHMIOB B TPAHCTCHHON KYJIBTYpe IO
cpaBHeHuIo ¢ nuHuer At (Pucynok 26). OgHako, HeCMOTps Ha 3TOT 3P(HEKT, ypOBEHb
TpaHckpunimoHHoit aktuBHoctu renoB CHS, F3H, DFR u CHIL B xynsTtype ABH
OCTaBaJICsl 3HAYUTEIBHO HIKE, YeM B MHTAaKTHOM pacteHuu (Pucynok 26). BeposTtHo,

0COOEHHOCTh TPAHCI'CHHBIX KaJIJTyCHBIX JIMHUHA MOXKET O6y0HaBHI/IBaTB OTCYTCTBUC B
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HUX (IaBOHOUJIOB, TOJABJICHHE OWOCHMHTE3a KOTOPBIX HE U3MEHSETCS JaXe B
npucytctBun Oenka RolB. AHanu3 TpaHCKpUNIIMOHHON akTUBHOCTH 4-kymapat-KoA-
mura3el  (4CL), perymupyromieii MeTaOOJWYeCKHe peakIMd Ha paHHUX JTamax
dbenunnponanouaHoro mytd (Schneider et al., 2003), noka3zan HEOJHO3HAYHBIN
pesynbrat. ['erbl 4CL1 m 4CL2 momaBmsumuchk rolB, torma kak skcmpeccuss 4CL3
akTHUBHpoBasach, a odkcupeccuss 4CLS5 ocraBanace HewsmeHHoW (Pucynox 26).
CriocoOHOCTB 0IB monasmsate onpeaencHubie n3ohopmbl 4CL Takke MOTIIa MOCTYKHUTh
MPUYUHON OTCYTCTBUS MPOAYKIHH (PIIABOHOUIOB B TPAaHC(POPMUPOBAHHBIX KAJLTyCaX.

Tpauckpunimonnsiii knactep MYB-bHLH-WDA40 siBisiercst o1HUM M3 KITFOUEBBIX
KOMITOHEHTOB PEryJsiliui OWOCHMHTEe3a aHTouuaHoB y pactenuin (Cui et al., 2021).
DKCIPEeCCUOHHBIM ypOoBeHBb KoMILIekcooOpasyromero WD40-6e1ka TRANSPARENT
TESTA GLABRALl (TTG1l) B mpopoctkax A.thaliana, a Taxke B KICTOYHBIX
KyabTypax At u ABH 3nauntensHo He oTnmuancs (Pucynok 26). TpaHckpumniimoHHas
akTUBHOCTH (pakTopoB TRANSPARENT TESTA 2 (TT2) u TRANSPARENT TESTA
8 (TT8) Obura moBbiieHa B rOIB-TpaHcreHHOM Kajiyce MO CPaBHEHUIO Kak C
KOHTPOJIBHOM KYJIBTYPOW, TaK M C pacTeHueM. HanmpoTwB, ypOBEHB 3SKCIPECCHH
tpanckpunuuonnoro ¢akropa PLASTID-LIPID-ASSOCIATED PROTEIN 1 (PAP1)
ObUT HU3KUM B 00EMX KaJUTYCHBIX JIMHUAX 1O CPAaBHEHUIO C MPOPOCTKAMU PACTEHUS.
Takum oOpaszom, TpaHnchopmarms reHoMm I0lB He okaszana BIUSHHS Ha DKCHPECCHIO
KJTFOUEBBIX KOMIIOHEHTOB M3BECTHBIX aKTUBATOPHBIX TPAHCKPHUIIIIMOHHBIX KOMIUIEKCOB
TTG1-TT8(TT2)-PAP1 u TTGI-TT8(TT2)-MYB114 B KauIyCHBIX JHHHSIX, YTO
BBIPAKAJIOCh B OTCYTCTBHH JIa)KE€ CIIEIOBBIX KOJMYECTB aHTOIIMAHOB B KYJIbTUBUPYEMBIX

KJICTKax.
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Pucynok 26 — Dkcmpeccuss TpaHCKpUMIMOHHBIX (pakTopoB (A, B) u KiItoueBbIX
reHoB Ouocunre3a (B, I', JI) ¢bnaBoHOMIOB B pacTeHUHM M KIETOYHBIX KYJIbTypax
A.thaliana. Col-0 — pacrenue A.thaliana skotuma Columbia-0; At — KoHTpoJIbHAs
kierouHas yimHus; ABH — rolB-tpancrennasi kietouHasi JIMHUSI C BHICOKUM YPOBHEM
JKCIIpeccUu TpaHcreHa. J[aHHbIe TpeCTaBlIeHbl KaK cpefHee + CTaHAapTHAasl OlIMOKa.
Pa3znbie OykBbI Haj CTOJIOIAMHM YKa3bIBAIOT HAa CTATUCTMYECKU 3HAUMMBIE Pa3IUyuus
cpeanux 3HaueHuit (p < 0,05), H3P-tect @uiepa.
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DKcrnpeccusi TPaHCKPUNIMOHHBIX (hakTopoB MY B, KOHTpOIMpyromux OMOCUHTE3
UHI0JIbHBIX T0Kk03uHOIaTOB (MYB34, MYB51 u MYB122) B rolB-tpancrenHoi TUHUH
ObLTa 3HAYUTEIILHO BBIIIE, YeM B KOHTPOJIBHOH KyJbType W pacteHun (PucyHok 27).
Jauubiii 3h@exT CconmpoBOXIAICS MOBBIIIEHHON TPaHCKPUIIIMOHHOW aKTHBHOCTHIO
(GbepMEeHTOB, OTBEUANOIMIMX 3a OMOCHHTE3 MaHHBIX COCAWHEHUU - IHUTOXpoM P450-
3aBUCHMBIX MoHOOkcurenaz (CYP79B2, CYP79B3 wu CYP83Bl), a Takxke
THOTHAPOKCUMAT-S-Tiroko3unTpancdepassl (UGT74B1). Takum oOpa3om, MOBBIIICHHE
HAKOILJICHUSI WHIIOJBHBIX TIIOKO3WHOJATOB B KylbType ABH cBs3aHo ¢ yBenmndeHuem

HKCIPECCUU TEHOB, PETYJIUPYIOIUX JAHHBIA META0OINYECKUN Ty Th.
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PucyHnok 27 — Dxcnpeccus TPaHCKPHUIIIIMOHHBIX (aKTOPOB (A) U KITFOUEBBIX TCHOB
ounocunre3a (B) MHAOIBHBIX TIIOKO3WHOJIATOB B PACTEHUMU M KJIETOYHBIX KYJIbTYpax
A. thaliana. Col-0 — pacrenue A.thaliana skoruna Columbia-0; At — KoHTpoJBHAS
xierouHas yimHus, ABH — rolB-tpancrennasi kierouHasi JIMHUSI ¢ BBICOKUM YPOBHEM
JKCIIpeccuu TpaHcreHa. J[aHHbIe TPeCTaBlIeHbl KaK cpefHee + CTaHAapTHAas ouInOKa.
Pa3znbie OykBbl Haj CTOJOIIAMHM YKa3bIBAlOT HA CTATUCTHYECKU 3HAUMMBIE pa3IUyuus
cpennux 3Hauenuut (p < 0,05), H3P-rect ®@umepa.

Hakonen, Oblia MCCleOBaHAa SKCIPECCUs TE€HOB, OTBEYAIOIIMX 3a OMOCHHTE3
anupaTHUECKUX  TIIOKO3MHONATOB. B rolB-tpancrenHoii  kymbType  ypOBEHB

TpaHckpunuuu MYB29 He wusMmenwmsics, torma kak skcnpeccuss MYB28 u MYB76

yBenuumiiach B 4 u 6oiiee pasa (Pucynok 28). M3 nurepaTypHbIX JaHHBIX U3BECTHO, YTO
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MYB76 urpaer nuiib BCIOMOTATENbHYIO POJb B PEryJISAINM CHHTE3a amn(aTudecKux
TJIIOKO3MHOJIATOB, Torga kKak MYB28 sBisercss THaBHBIM — TPaHCKPUIITHOHHBIM
dakxTopoM, akTuBHpyromKM ux npoaykmuto (Hirai et al., 2007; Senderby et al., 2010b).
Tem He MeHee ero akTHUBaIUs TOJ JeWCTBHEM reHa ro0lB He mpuBena K 3aMeTHOMY
HAKOIJICHUIO TAHHOU Tpynmbl MeTabomToB B KynbType ABH (Tabnwuma 6). bonee toro,
TPAHCKPUIILIMOHHAST AKTUBHOCTH OblIa 3HAYUTENLHO TOBBIIICHA U Y (DepMEHTOB
ounocuntesa: CYP79F1, CYP83A1 u UGT74C1 (Pucynok 28), HO mpu 3TOM OCTaBajiach
HUKE, YeM B MHTAaKTHOM PaCTEHUH.

B 1enoM, mosyueHHbIe pe3yIbTaThl CBUACTEIBCTBYIOT O TOM, 4TO FOIB mposBiser
SBHYI0  CTUMYJHUPYIOIIYIO  aKTMBHOCTb Ha  YpPOBHE TPAHCKPHUMIMK  T'E€HOB
dbenmnnponanonanoro mytd. OpHako oOmiee MmoaaBlieHHEe OMOCHHTE3a B KaJulycax
A. thaliana, BeposiTHO, cBsi3aHHOE C AeaU(GEPEHIIMPOBAHHBIM COCTOSHUEM KIIETOK,
SBIISICTCS CTOJIb 3HAYUTEIBHBIM, YTO OINUCaHHbIC BbIme 3(dexTo rolB oxazammck

HEOOCTAaTOYHbIMMU JI HCpGCTpOﬁKPI MeTabonm3Ma B CTOPOHY HAKOIUJICHHA BTOPHUYHBIX

COCANHCHUMN.
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Pucynok 28 — Dkcnpeccus TPaHCKPUIIIUOHHBIX (PAKTOPOB (A) U KITFOUEBBIX T€HOB
ounocunresa (b) anudaTnueckux TiIFOKO3WHOIATOB B PACTEHUH U KIETOYHBIX KYJIbTypax
A. thaliana. Col-0 — pacrenue A.thaliana skoruma Columbia-0; At — KoHTpoJbHAs
kierouHas yimHus; ABH — rolB-tpancrennasi kjietouHasi JIMHUSI ¢ BHICOKUM YPOBHEM
JKCIIpeccuu TpaHcreHa. JlaHHbIe TPeCTaBlIeHbl Kak cpefHee + CTaHAapTHas OuInOKa.
Pa3znbie OykBbI Haj CTOJOIAMM YKa3bIBAIOT HAa CTATUCTHYECKU 3HAUMMBbIE Pa3IUyuus
cpeanux 3Hauenuit (p < 0,05), H3P-rect @uiepa.
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3.1.7. Bausinue reHoB ol Ha OHOCHHTE3 BTOPUYHBIX META00JIUTOB B
pacrenunsx Arabidopsis thaliana

JIyist mpoBepKH TPEATIONOKEHHSI O TOM, YTO OTCYTCTBHE BBIpaKeHHOTO 3 dexTa
rolB Ha HakoIJICHHME BTOPHYHBIX META0OJUTOB B KaUlycHOHM KynbType A. thaliana
CBSI3aHO C OCOOCHHOCTSIMH IN VItr0 KyJIbTUBHPYEMBIX KJIETOK, CJICIOBANIO U3YYHTH €T0
BIIUSIHAE B MHTAKTHOM pacTeHud. C MOMOIIBI0 METOAa MOTPY>KEHUS IIBETOYHBIX TTOYCK,
ObUIH MOJYyYeHBI TP He3aBucuMble IOIB-tpancrennsie munuu A. thaliana — B2, B5 u
B13. HawubGonee 3amerHbiM »3(dexTtoM TpaHchopmanuu TeHoMm [OIB  sBisach
KapJIMKOBOCTh: JIJIMHA CTeOs 7-HeaeabHbIX mpopocTkoB B2, B5S u B13 6buta B 1,5-2
pasa Hike, 4eM y HeTpaHchopmupoBaHHbIX pacTeHuit (Pucynok 29A u b). Kpome Toro,
rolB-TpaHcreHHblE JIMHUM OTJIUYAJIUCh OT KOHTPOJIS Ooyiee paHHEH WHHUIMAIUCH
userenus (Pucynox 29B). Jlanable ¢heHOTUNMYECKUE MPU3HAKU SBIISIOTCS TUITMYHBIMU
NPOSBICHUSAMH aKTUBHOCTH FOIB 'y TpaHCIeHHBIX pacTeHHMH W OBUIM paHee
HEOJTHOKPATHO omucaHbl B yuteparype (Schmiilling et al., 1988; Casanova et al., 2005;
Kodahl et al., 2016). Ilpu 3TOM apyrue xapakTepHble Hpu3Haku rOlIB-TpaHcreHHBIX
pacTeHul, TaKue KaK HEKPO3 U CKPYYCHHOCTh JINCThEB, KYCTHCTOCTh, MHTCHCHUBHOE
KopHeoOpa3zoBanue B yjuHUsAX B2, B5 m B13 BeigBimeHsl He Obutn. M3BecTHO, 4TO
MPOSIBJICHUE OMPEICIICHHBIX MOP(OIOTHUECKUX U (PU3U0I0oTHUeCKuX 3(PPEKTOB reHOB
rol 3aBucHuT Kak OT BHJIa TpaHC(HOPMHPOBAHHOTO PACTCHHUS, TaK U THIIA, UCIIOIH3yEMOTO
JUTSl TETEpPOJIOTUYHOM sKkciipeccuu mpomoTtopa (Casanova et al., 2005).

BbUIO yCTaHOBIIEHO, YTO ypOBEHb 3Kcrpeccuu rOIB B TpaHCreHHBIX pacTEHHIX
BTOpOro nokosieHus (F2) craTucTudecku 3HaYMMO HE OTIIMYAJICS MEXIY JIMHUSIMHU B2,
B5 u B13, HO mpu 3TOM 3HAYUTENBHO MPEBBIMIAT TPAHCKPUIIIMOHHYK) AKTUBHOCTH
TpaHCreHa B pacTeHusx Tperbero mnokojieHust (F3). Haumbosee 3ameTHOE CHUXKEHHE
oOHapyxeHo B JuHUM B13, B KOTOpOil sKcmpeccusi oHkoreHa coctasisiia 50-65% ot
ero ypoBHs B B2 u B5 Ha npoTtsbkenuu 7 Henens HaOmoaenus. Habmonaemslid 3G hexr,
BEPOSITHO, CBSI3aH C W3BECTHHIM ()EHOMEHOM DJIHUTCHETHYECKOTO CaiJICHCHHTA
TpaHcreHoB B psay nokoseHui (Dehio and Schell 1994; Kodahl et al., 2016), a pa3Has
CTCTIICHb €r0 TPOSBIICHUS B HE3aBUCUMBIX JIMHHSAX MOXKET OBITh 00YCIIOBJICHA

0COOEHHOCTSIMH T€HOMHBIX JIOKYCOB, B KOTOPBIC MPOM30IIIa WHTErpaius reHa rolB.
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Croutr Takxe OTMCTUTb, YTO CHHMIKCHHUC OKCIIPCCCHMU TpPAHCICHA IIPUBCIIO M K
YMCHBIICHHUIO BBIPAXKCHHOCTH @GHOTHHH‘IGCKI/IX 0COOCHHOCTEH rO|B-TpaHCFeHHI)IX

muani (Veremeichik et al., 2022).

A b
Col-0/
FEL0 TR0 _~ F2 rolB-tpancr esEne
" pacremms A. thalispa B
, 5 3 porwe sy
| = —2l=15.T£2.7
\ / o ; » X
\ B2 BS BI3 ~
N\ 7
N (" =124 =116 [-8.8
¥ ) | : B
. |l /| N N @M 18 a
r | - S
+ 5 Exs ] ab
[ g |
% <
7‘( = | § . be | | be
r 1\ L
LY . E 6 [ e be
! \%\ =N c 3
& g o | [ |
" g""' F3, 7 Hepemn F3, 10 Hegem

Pucynoxk 29 — XapaktepHblil BHEIIHUIA BUJT KOHTPOJIBHBIX M TPAHCTCHHBIX JTUHUMN
A. thaliana (A). Ha d¢ororpadum ykazana oOmas mmmHa (I, cM) 7-HemenbHBIX
POPOCTKOB. Mopdoiiorust KOHTPOJIBHBIX U TpaHCTeHHBIX JImHuK A. thaliana tpetbero
nokosienus (F3) (b). Bpems uBeTeHust pacTeHuil KOHTPOJIbHBIX U TPAHCTE€HHBIX JTUHUUN
A. thaliana (B). Col-0 — pacrenue A. thaliana sxoruma Columbia-0; B2, BS u B13 —
rolB-tpancrennbie guaun  A. thaliana. [lanHele mnpencraBieHbl Kak cpeaHee =+
cTanaaptHas ommuOka. Pazupie OykBbI Haj CTONOIAMH YKa3bIBAIOT Ha CTATHUCTHUYECKH
3Ha4YUMBbIe paznuuus cpeanux 3HadeHuit (p < 0,05), H3P-rect ®@umepa.

ConmepxaHne WHAONBHBIX TJIFOKO3WHOJATOB OKAa3ajioch OJWHAKOBHEIM BO BCEX
UCCIeNOBaHHBIX JUHUSAX pacteHuil (Tabdmuma 7). [lpu 3TOM HakormieHHEe HEKOTOPBIX
anmnpaTHUECKUX TPOU3BOAHBIX B FOIB-TpaHcreHHbIx smHUSAX Bo3pactano (8-
METUITHOOKTHII-TJIIOKO3UHONAT U §-METHICYIb(OUHUIOKTUI-TIIIOKO3UHOJIAT) WU
Ha000poT manano (3-MeTUIICYIb(PUHIIPONII-TIIIOKO3UHOJAT). B ToXke Bpems oOiee

COJicp)KaHUe TJIIOKO3MHOJIATOB B TpaHCreHHbIX JMHUAX A. thaliana cHmxanocs 1o

CPaBHEHHUIO C KOHTPOJBHBIMH PACTCHUSIMH. TakuM 00pa3oM, CTHUMYJIUPYIOIIAs
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aKTUBHOCTh I0IB Ha OWOCHHTE3 WHIOJBHBIX TJFOKO3UHOJIATOB B TPAHCTCHHBIX
KAJUTyCHBIX KJIETKaX OKa3aJlaCh HUBEIUPOBAHA B KOHTEKCTE PETYJISTOPHON CHCTEMBI
IIEJIOTO PacTEHUS.

@D1aBOHOUIHBIE COCIUMHEHUS Y BCEX MCCIENOBAHHBIX pAaCTeHU  ObUIH
MIPE/ICTABIICHB MPOU3BOIHBIMU KeMI(epolia, KBEpIETHHA M HW30paMHETHHA. bbuTo
YCTaHOBJICHO, 4TO TeH I0IB okasai cyimecTBeHHOE BIIMSIHAE HA HAKOIUICHUE BTOPHYHBIX
MEeTa0oJUTOB JaHHOW Tpynnbl. [lpm 3TOM TIMKO3MABI KeMidepona COCTaBISIIM
OCHOBHYIO (ppaKiuio (IaBOHOUIOB U UX HAKOIUICHHWE 3HAYUTENFHO YBEIMUMNBAJIOCh MO/
neiictBuem rena rolB (Pucynok 30A). B wacTHOcTH, comepikanue KeMiepos-rekcosa-
JUIC30KCUTEKCO3bI-2 B TPAHCTCHHBIX JUHUSAX ObLIO B 7—10 pa3 BhIllIe, 10 CPABHEHUIO C
KOHTPOJILHBIMU pacTeHussMH. HaxoruieHne kemmdepos-reKkco3a-ae30KCUTEeKCO3bl 1
KeMI(epoII-AUIe30KCUTeKCO3bl YBEIMUMWIOCh B I0IB-TpaHcreHHbIx mpopocTkax B 3-5
pa3. HecmoTpss Ha 3T M3MEHEHWs, BCE TPAHCTCHHBIC JIMHUM OOJaJad TAKUM IKE
COOTHOIICHHEM TJIWKO3UIOB Kemmdepona, kak u pacterus odkotuma Col-0.
Caepxakcnpeccust rolB Tarke auddepeHIMpoBaHO MOBIMSJIAa M Ha COJCPKAHUC
npousBoAHbIXx KkBepuetuHa (Pucynoxk 30b). HaubGonpmuii ypoBeHb aKTHBAIMH
HaOmojancst Uil KBEPLETHH-TEKCO30-/1€30KCUTEKCO3bl,  COJEp)KaHUE  KOTOPOil
yBenuamiioch B 9—12 pa3 (Pucynox 30b). /Ipe nmuauu, B2 u B13, umenu moBBIICHABINA
YPOBEHb HAKOIUICHUS KBEPIETHH-TEKCO3a-TUIC30KCUTEKCO3bl, B TO BpPEMS Kak ee
conepkanue B JuHUM BS He m3Menunock. ComepxaHue KBEPIETUH-I€30KCUTEKCO3bI B
KOHTPOJILHOH W TPAHCTCHHBIX JIMHUSIX HE OTJINYAIOCh. YPOBEHb HAKOIUICHHS
U30paMHETHH-TEKCO3a-1e30KCUTeKCO3bl BO Beex FOIB-TpaHCreHHBIX JTMHUAX OBLT B 6—7
pa3 Bbllie KOHTPOJs. MHTepecHo, 4To rOIB BbI3Ba) M3MEHEHHsS] B COOTHOIICHUH
TVIMKO3UJIOB KBeplleTHHA. Tak B KOHTPOJbHBIX pacTeHusix 80% oO1iero coaep:kaHus
MIPOU3BOIHBIX KBEPIIETHHA MPUXOIUIIOCh HA KBEPIETUH-IE30KCUTEKCO3Y, TOrAa KaK B
TPaHCTEHHBIX  JIMHHUAX  HAOMIOMajioch  MpeoOnajaHue  KBEpIETHH-TEKCO3a-

JAC30KCUI'CKCO3HI.
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Taﬁ.lmua 17— CO,Z[Cp}KaHI/Ie T'IFOKO3MHOJIaTOB B KOHTpOHBHOﬁ N TPAHCICHHBIX JIMHUAX

pactenus A. thaliana (MkM/r cyxoit Macchl)

MeTa0oauThl Col-0 B2 B5 B13
4-rupOXCHIHAON-3- 0,07+0,03 | 0,02£0,01 | 0,03+0,02 | 0,04+0,03
NIMCTUII-TJIFOKO3HUHOJIAT

MHnon-3-unMerit- 1274022 | 1144014 | 1,04£007 | 1,16+0,02
TJIFOKO3UHOJIAT

4-METOKCHHELON-3- 0274004 | 0264005 | 024+001 | 026401
NIMCTUII-TJIFOKO3UHOJIAT

1-MeToKCHHHION-3- 023£008 | 038£015 | 0,19+002 | 022401
NIMCTUII-TJIFOKO3UHOJIAT

4-MeTrITHOGY THIT- 0874024 | 0514003 | 089+03 | 085403
TJIFOKO3UHOJIAT

5-METHITHONEHTHII- 0,07£0,02 | 0,06+0,02 | 0,08+0,04 | 0,06+£0,02
TJIFOKO3UHOJIAT

{-METHITHOTeNTHII- 0,026+0,01 | 0,04+0,02 | 0,05£0,04 | 0,03+0,01
TJIFOKO3UHOJIAT

8-MeTHnTHOOKTHI- 0,037+0,02 | 0,13+0,06* | 0,20£0,12* | 0,10+0,05*
TJIFOKO3UHOJIAT

3-METUICYILQUHUIPONII- | 4 30\ 006 | 0794019 | 0,80+0.33 | 0,65+0,18*
TJIFOKO3UHOJIAT

A-MCTWICYILQURMIOYTHI- | 3 55, (59 | 2000047 | 2444043 | 2.29+0.34
TJIFOKO3UHOJIAT

O-METUICYILQUHWINCHTI- | (53,004 | 0254004 | 0194001 | 018002
TJIFOKO3UHOJIAT

6-MeTUnCyIbQUHNITEKCHI- | () 0140 000 | 00140001 | 0,01£0,001 | 0,010,003
TJIFOKO3UHOJIAT

[-METUICYILQUHWITCITI- | (031001 | 0074001 | 0,04£001 | 0,04=001
TJIFOKO3UHOJIAT

8-MeTUICYILQUHUIORTII- | () 16,0 01 | 026+0,08% | 0,19+0,04* | 0,15+0,04*
TJIFOKO3UHOJIAT

ITeHTHII-TIIFOKO3MHOJIAT 0,03+0,02 | 0,02+0,002 | 0,02+0,004 | 0,02+0,0003
deHeTHI-TIIIOKO3UHOIAT 0,03+0,01 0,03+0,01 0,02+0,002 0,02+0,002
['ekcUIT-TIFOKO3UHOJIAT 0,02+0,01 | 0,03+0,002 | 0,02+0,0001 | 0,02+0,001
4-Ger3onnoKcHOy TUI- 0,0140.004 | 005+0,04 | 0024001 | 0.01+0,001
TJIFOKO3UHOJIAT

Cymma 8,20 6,97 6,47 6,11

Col-0 — pacrenue A.thaliana skoruma Columbia-0; B2, B5 u B13 — rolB-
tpaHcrennsie auHuK A. thaliana. JlanHbie mpeacTaBiaCHBI Kak cpeaHee + cTaHaapTHas
omrbka. ¥ CTaTUCTHYCCKH 3HAUYMMBIE pa3nuuus cpennux 3HaueHuit (P < 0,05), t-tect
CrtprOOeHTA.
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Takum oOpa3om, cBepxakcrpeccus reHa rolB B pacrenusx A. thaliana npusena k
CTaTUCTUYECKU 3HAUYMMOMY YBEJIMYECHHUIO COJEpX aHUs (PIaBOHOUIHBIX COCAMHEHHI,
YTO TIOJATBEPKAACT MPEAMOIOKEHUE O TOM, 4TO ero 3¢ dekT B KyasType ABH moxer
ObITh 3a0JIOKUPOBAaH Ha YpPOBHE CIEHHUATU3UPOBAHHOIO MeTaboJiu3Ma KaJlTyCHBIX
KJIETOK. DTO CBHJETEIBbCTBYET, YTO HAOMIO/IaEMbIl YPOBEHb aKTUBAIMU (DJIAaBOHOUIOB
ocTaeTcsi B Tpeneiax OHOJOTHYECKOW HOPMBI JJii JaHHOTO BHIA U MOXET
CIIOCOOCTBOBAThH 3alIUTE PACTEHUSI OT HEOJAroNnpHUSATHBIX BHEIIHUX (PAKTOPOB CPEIIbI
Onmarogapsi cBouM aHTHOKcHIaHTHBIM cBoiicTBaM (Nakabayashi et al. 2014; Treml and
Smejkal 2016; Singh et al. 2021; Wang et al. 2020).

Jlns m3yueHus: BiusHUS r0IB Ha KitOueBbIe T'€HBI, YYACTBYIOIIHME B OMOCHHTE3C
b1aBoHOMIOB, OBLI MpOaHAIM3UPOBAH YpoBeHB 3kcmpeccun reHoB MYB11l, CHS, u
F3H (Pucynokx 30). beuto ycraHoBieHo, uro skcmpeccus MYBL1l mon naeiictBuem
TpaHCTreHa Oblua akTuBUpoBaHa B 1,7-2.4 pa3a. TpaHCKpUIILIMOHHAS aKTUBHOCTh I'€Ha
CHS Bo3spacrana B 3,1-3,7 pa3, Torna xak skcnpeccus F3H ysenmnuunace B 2,0-2,9 pa3
BO BCEX TpaHCreHHbIX JiHUsAX A. thaliana. Otu pesynbraThl CBUICTEIBCTBYIOT O TOM,
4YTO HWHAYUHUPOBaHHOE I0IB HakomieHue (GaBOHOUIOB KOPPEIUPYET C aKTUBAIUCH
OMOCHHTETUYECKUX M PETYJSTOPHBIX T€HOB, KOHTPOJMPYIOUIUX OHMOCHHTE3 JTaHHOU

IpyIIbLl coequHeHni y pactenwmii A. thaliana.
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Pucynoxk 30 — Coxneprxanue ¢aBoHOHI0B (A, B) 1 3Kcnipeccus KIIFOYEBBIX TEHOB
ux owocunresa (B) B pactenmsax A.thaliana. Col-0 — pacrenue A. thaliana skotuna
Columbia-0; B2, B5S u BI13 — rolB-tpancrennsie nuaum A. thaliana. Jlanusie
NpEJCTAaBICHB KaK cpeiHee + craHmapTHas omwuoOka. * CTaTUCTUYECKH 3HAYMMEbIC
pasnuuuns cpenuux 3Hadenui (p < 0,05), t-rect CThro/ieHTA.
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3.1.8. O6cy:kaeHne pe3yabTaTOB 110 BJMSHHIO TeHOB 0l Ha OmocuHTeE3
BTOPUYHBIX META00JIUTOB

N3BectHO, uTo renbl 0l (3a uckirouenuem rolD) B pasHoil creneHn CroCOOHBI
WHAYIIUPOBAaTh Yy TPaHCPOPMHUPOBAHHBIX PACTCHUH CHHIPOM «BOJIOCATOTO» KOPHSI
(Spena et al, 1987). Ilpu 3TOM, COBMECTHOE IEHCTBHE TIeHOB IOl mojyIepKHBacT
HEOIJIAaCTHUECKUN pu3oreHe3 ropaszno Oonee 3((PEeKTHBHO, uYeM KaxAblii TeH B
OTJEIBHOCTH, YTO yKa3bIBaeT Ha UX CHHEPTreTHYecKuil A((HeKT aisi KOpHEOOpa3oBaHUS.
Takoli cuHEpru3M He HAONIONAICS B OTHOIICHUM ACHCTBUS TeHOB 0l HA BTOPWUYHEIMA
MeTaboJuM3M TpaHCTeHHBIX KieTok R. cordifolia. Dkcnpeccus otnenpHbIX rOl-reHOB
OpUBOAMIIA K TOBBIIIEHHOW »JKcnpeccun reHa RcICS, yro, B cBowo odepens,
CTHUMYJIMPOBAJIO poayKIuio aHTpaxuHoHOB (Shkryl et al., 2008). JleficTByst coBMeCTHO
B TpaHC(OPMHUPOBAHHBIX KaIycHBIX JUHHSIX RABC u RA4, rol-reHbl He BBI3bIBAIH
anmuTUBHOTO d(]dexra. DTa K€ TEHACHIMS TMPOCICKHBAIACH U B POCTOBBIX
XapaKTEPUCTUKAX HW3YYEHHBIX KyJbTyp. Okcmpeccus FOIA m rolC crumynmpoana
IpUPOCT OMOMACChl KJIETOK IO CPaBHEHUIO C HOPMaJIbHBIMHM KaJTyCaMHy, OJIHAaKoO,
COBMeCTHast SKcnpeccusi reHoB F0lA, B u C He mpuBoMIIa K CTUMYJISIIUU POCTA.

OueBunHO, 4To TeH FOIB oka3piBaeT Oolice BBIpaKEHHOE BIMSHHE HA POCT U
BTOPUYHBIA MeTa0OoIM3M TPaHCHOPMUPOBAHHBIX KJIETOK, 4YeM Jpyrue rol-reHs
(Bulgakov et al., 2011). danHsblii 3¢ dekT KOppeaupyeT ¢ ypoBHEM 3Kcrpeccuu olB —
YeM OH BBIIIE, TEM AaKTHUBHEE MPOMCXOIUT TPAHCKPUIIUS OMOCMHTETUYECKUX T'€HOB,
YTO MPUBOJIUT C OJJHOW CTOPOHBI K MOBBIIIEHHOW MPOIYKIIMH BTOPUYHBIX META0OINTOB,
a ¢ Ipyroi — yrHeteHuio pocra tpaHcreHHbix KyiabTyp (Bulgakov et al., 2008). Ipu
HEKOTOPOM KPUTHUYECKH BBICOKOM YPOBHE TpaHCKpunuuu rOIB kieTkm mnepecraroT
pacT MW TIOJBEPralTcs HEKpo3y. BeposTHO, OTHenIpHBIE MOMYJSIUN KIETOK,
CBepXIKcIpeccupytoiire rolB, B OOJBIIMHCTBE CIydaeB MOTHOAIOT €Ile Ha CTaIuu
NEPBUYHON CENEKIMM W TI0ITOMY IIOJy4eHHWE CTaOMIBHBIX KYJBTyp C TaKUMHU
CBOMCTBAMH KpaiiHe 3aTpyIHUTENbHO. Kpome Toro, camm KIETKM B TpoIiecce
KyJbTUBUPOBAHUS, IMO-BUAMMOMY, CIOCOOHBI MOJABISATH HM30BITOUHYIO 3KCHPECCHIO
TpaHCTEHa, YTO MPHUBOJUT U K 3aKOHOMEPHOMY CHWXEHHIO MPOAYKIHNH BTOPUYHBIX

metabomutoB (Dubrovina and Kiselev, 2012). BeickazaHHOe MPEaNOIOKEHHE
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COTJIaCYeTCsl C JIaHHBIMH O TOM, YTO KOHCTHTYTHBHAas JKcrpeccusi rolB Bei3biBana
KJIETOYHYI0 Tubenb y TpanchopMupoBaHHBIX KieTok Tabaka (Schmulling et al., 1988).
bonee BhICOKME ypoBHH dKcripeccuu r0IB ObutM moOydeHBI aBTOpaMH TOJBKO y TeX
pacTeHHMIA, KOTOpPbIE OJJHOBpeMeHHO 3KkcnpeccupoBainu reusl rolB u rolC (Schmulling et
al., 1988), uto yka3piBaeT Ha TO, 4yTo I0OIC crocOOCH yCTpaHITh HETATUBHOE BIIHSHUC
rolB na poct xamnyca. M3BecTHO Takxke, 4yTo rOl-TpancdopMupoBaHHBIC TPOTOILIACTHI
Tabaka MPUOOPETATN TMOBBIIMICHHYI) YYBCTBUTEIHLHOCTh K PAaCTUTEIBHOMY TOPMOHY
aykcuHy (Maurel et. al., 1991). B wactHOCTH, OBUTO TIOKa3aHO, 4TO TeHBI FOIA, rolB u
rolC yBenmumuuBanu 4YyBCTBHUTECIBHOCTH K Topmony B 1000, 10000 u 10 pas3,
COOTBETCTBEHHO. MIHTEpEeCHO OTMETUTh, uTO A1 KOHCTpyKiuu rOlABC nanubIit 3 dekr
TakKe HE WMeJ aJJUTUBHOTO XapakTepa: MPOTOIUIACThI, TpaHCHOPMHUPOBAHHEIC
rolABC, obutu Tos16K0 B 1000 pa3 Gojiee 4yBCTBUTEIBHBI K AyKCHHY, YeM KOHTPOJIbHBIC
KIeTKd. TakuM o0pa3oM, Kak W B CIOydae C BIHMSHHEM HAa POCT W BTOPHYHBIN
meTabonu3M, TeHsl M0lA u rolC ocnabnsumm neiictBue rena rolB. Capone u coaBTopsI
(1989) oOHapyxuiaM, 4YTO WHAMBHIyaJbHas dKcrpeccus reHa rolB  mpumaer
TPAaHCTCHHBIMH KJIETKAM THIHWYHBIE YEPThl «BOJOCATHIX» KOpHEH, Torma Kak
accorranus rolB ¢ remom rolC mpuBoaut k dopmupoBanuio (eHOTUIIA, CXOIHOTO C
OOBIYHOM KOPHEBOW KyJIbTYpPOH. ABTOPBI BBIABUHYJU MPEINOJIOKEHUE O TOM, YTO
oenxu RolIC u ROIB mposBisier mpoTHBOACHCTBYIONIYI0 aKTHBHOCTH IO OTHOIICHHUIO
Ipyr K Apyry. Jdanusiii peHoMeH Hanbosiee BEPOSTHO HE CBA3aH C HEMOCPEACTBEHHBIM
B3aMMOJICHCTBHEM MPOJIYKTOB PAaCCMaTPUBAEMBIX T€HOB, & OCYIIECTBIISIETCS HA YPOBHE
MOJKOHTPOJIbHBIX CUTHAJIBHBIX My TEH.

Ha ocHOBaHMH TPOBEACHHBIX HCCICAOBAHUH yCTaHOBJIEeHO, 4To TeH [rolC
OKa3bIBaCT IMOJIOKHUTEIHLHOE NCHCTBHE, KaK Ha POCTOBBIC, TaK W OMOCHHTETHUYECKUE
XapaKTEPUCTUKH TPaHCHOPMUPOBAHHBIX KJICTOK. M3ydenusie rolC-TpaHcreHHbIC
KayurycHble KyJnbTypbl R. cordifolia o0namaroT cTaOMIBHBIM POCTOM M MOBBIIICHHBIM
COZEpaHNEM aHTPAXWHOHOB Ha TMPOTSHKEHWHW MHOTOJETHETO KYyJIbTHBHUPOBAHHUS
(Shkryl et al., 2008). ITogoOHbIH 3(dekT ObLT MoKazaH W IS APYTUX KICTOYHBIX
KyJbTYp, TpaHncpopmupoBanHeix TeHom F0IC (Bulgakov 2008). Hampumep, rolC-

TpaHCT€HHbIE KOPHH >KEHbIIeHs Panax ginseng, monydenuble 6onee 20 jerT Hazan,
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NPOJOJDKAIOT  XOPOILIO PacTH, TOrga Kak OOBIYHBIE KOPHU JTOTO pacTeHUs
JCMOHCTPUPYIOT MEHBIIYIO XKU3HECIIOCOOHOCTh MPH JUTUTSILHOM KYJIbTHBUPOBAHUH IN
vitro. Kamrycer P. ginseng, skcmnpeccupyitoniue rolC, Taxke XapaKTepU3yrOTCs
CTaOMJIBHBIM POCTOM 0€3 JIOTOJHUTEILHOU CEJNIKIIMU B TEYEHUE JTUTEIBHOIO TIEPHoIa
HaOmonenuii (Gorpenchenko et al.,, 2006). Cnemyer OTMETHUTH, 4YTO aKTHBAIUSI
HAKOIUICHUS OMOMAacChl KIJIETOK MPOUCXOTUT TOJIBKO NPU HHU3KOM H YyMEpEHHOMH
skcpeccun IOIC. [lpu 3TOM Jake TOBBIIMICHHAsS SKCIPECCHsI ATOrO OHKOTECHA HE
IPUBOJUT K MOJIaBJICHUIO POCTa TPAHCPOPMHUPOBAHHBIX KJIETOK. Takum o0pa3om, Kak u
B ciydae ¢ reHoMm rolB, B maHHOM ciydae HAOJMIOJACTCS HAIWYHE YCIOBHOTO
HIOPOTOBOTO 3HAYCHHS TPAHCKPHUIIIMOHHOW akTuBHOCTH I0IC. OmHako B oTiamuue OT
rolB, mpeBbIllICHHE MaHHOTO TOPOTOBOTO 3HAYCHUS HE BBI3BIBACT HETATUBHOTO
BIMSIHUS Ha >KM3HECHOCOOHOCTh TpaHCOPMUPOBAHHBIX KJIETOK, a CBOJUTCS K
npeKpamieHuto ctumyiupyromero aeiicrBus rolC. Takoit ke addext Obul paHee
ormcad u st rolC-tpaHcreHHbIX paCteHuit Tabaka u s6monu (Gardner et al., 2006;
Igarashi et al., 2002). ABTOpHl yYCTaHOBWJIM, UTO CTENEHb MPOSBICHUS
(CHOTUNIMYECKUX W3MEHEHWH, BbI3BaHHBIX [0lC, yBenMuYMBaeTCs TOJBKO O
ONPENECICHHOTO YPOBHS, IIOCIE KOTOPOr0 JAJIbHEUIIMKA PpPOCT TPAaHCKPHUIILMOHHOU
aKTUBHOCTH TPAHCI€HA HE NPUBOAUT K YycwieHHio ero s¢dexra. CTOUT Takxke
yIOMsIHYTh, 4TO TpaHchopmanuss reHom rOIC He Bcerma BBI3BIBACT AKTHBAIIHIO
BTOpHYHOTO MeTabonm3ma. Hanpuwmep, B nanHom uccienoBanuu reH rolC He okasan
CYIIIECTBEHHOTO BJIHMSHUS Ha HAKOIUICHUE TJIFOKO3WHOJIATOB B KaJUTyCaX PE3yXOBUAKHU
Tans. M3BecTHBl npuMepsl, Korna skcnpeccust rolC mpuBojmia K WHIHOUPOBAHHIO
onocunre3a. Tak B rolC-TpaHcreHHBIX KJIETOYHBIX KyJnbTypax Eritrichium sericeum u
Lithospermum erythrorhizon BeisiBIeHO 2-3 KpaTHOE CHIDKEHHE KOHIICHTPAIUH
pabao3unHa W po3MapuHOBO# kucioThl (Bulgakov et al., 2005). Takum oOpasom,
apdext rolC, mno-BuaguMOMy, HOCHUT H30UpATEIbHBIA XapakTep B OTHOIICHUU
pa3IMYHBIX OWOCHMHTETHMUYECKUX TMyTe oO0pa3oBaHHWs BTOPUYHBIX METaOOJIMTOB
pacTeHU.

['en rolA sBnsieTcss HauMeHee W3yYEHHBIM MPEACTABUTENIEM JaHHOTO CEeMeiCTBa

I'CHOB. I[O IMPOBCACHUA HACTOALICTO HMCCICIAOBAHHA B JIUTCPATYPC HMMCIIOCH JIMIIb
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€IMHCTBEHHOE YIIOMUHAHUE O CITIOCOOHOCTHU T'eHa CTUMYJIMPOBATh BHIPAOOTKY HUKOTHHA
B KyJbType KieTok Tabaka (Palazon et al., 1997). Beuto ycTaHOBICHO, YTO B KaJIycax
R. cordifolia, sxcnpeccupyromux rolA, HaOmromaeTcst Moyt 3—KpaTHOE YBEIWYCHUE
COZICpKaHUsI aHTPAXUHOHOB 0 CPaBHEHUIO ¢ KOHTpOJbHBIME KieTkamu (Shkryl et al.,
2008). bomee Toro, B mporecce UIMTEILHOTO KyJIbTHBHpPOBaHUS FOlA-TpaHCTeHHOM
kyibTypel R. cordifolia, koHIeHTpamms aHTpaXWHOHOB B HHX IHPOJOJDKANAa PACTH.
Hansapiii 3pdext O 00yCHOBIEH B TEPBYIO OYEpEb TOBBIIICHUEM YPOBHS
pyOepUTPUHOBOW KHUCIIOTHI, KOTOpas pPaHEE CUHTATIACh MHHOPHBIM KOMIIOHEHTOM
kayutycHbIX KyneTyp R. cordifolia (Mischenko et al., 1999). D10 yka3piBajio Ha TO, 4TO B
YCIOBHSX JUTUTEILHOTO 3KcrepuMenTa IolA crmocobeH mocteneHHo TpanchopMUpOBaTh
OMOCHMHTETUYECKUI ammapar KJIeToK. JleMCTBUTENbHO, YPOBEHb SKCIPECCHUU T'EHOB,
KOJUPYIOIIUX KITFoueBble (epMEHTHI MyTH OMOCHUHTE3a aHTPaXUHOHOB, BKItouas |ICS,
OSBS, OSBL wu IPPi, 3amMeTHO TOBBIIIAJNCA HAa NPOTHKCHHM BCEro IEpHOIa
HaOmoeHui. OnucaHHbId 3P PEKT SBIICTCS UHTEPECHOW 0COOCHHOCTRIO I0lA ¢ TouKH
3peHuss OHOTEXHOJIOTUH, TOCKOJBKY KJIETOYHBIE KYJIbTYpPhl PACTCHHM TMpU UX
JOJITOBPEMEHHOM  KYJIbTUBHPOBAHUU OOBIYHO TEPSIOT IOTEHIMAT K HAKOIUICHHIO
BTOopuuHBIX MeTabomToB (Kolewe et al., 2008; Mustafa et al., 2011; Li et al., 2012).
N3BectHo, uto Oenok RolA coaepxkutr JIHK-cBsi3bIBarommii y4yacTok, CXOXHU IO
crpyktype ¢ JIHK-cBs3biBaromuM goMenom Oenka E2 Bupycom mamwmutomsl (Rigden
and Carneiro, 1999), 4To KOCBEHHO YKa3bIBa€T Ha €ro CIOCOOHOCTH PEryJIMpPOBaTh
OKCIIPECCUIO0 APYTHX PETYIATOPHBIX OEIKOB. TeM He MEHee IIeIeBhIC T'CHBI-MHIICHU
oenka ROIA 10 cux mop He ObLIM BBISIBJIICHBI, a KaKHe-TH0O0 JOMOJHUTCIIBHBIC CBEICHHUS
0 ero OMOXMMHYECKON (YHKIIMU OTCYTCTBYIOT. DTO MOMAYEPKUBAET HEOOXOIUMOCTH
JTaTbHEHIIET0 M3yYeHUs JAaHHOTO IeéHa KaK HWHIYKTOpa BTOPHYHOIO METa0OJU3Ma y
pPaCcTCHUMN.

HccnenoBanue mokazano, 4ro redsl rOIC u rolB wnaynupyror dopmupoBaHue
«BOJIOCATBIX» KOpPHEH Ha YepeIIKOBBIX M CTeOJEBBIX AKCcIUIaHTax A. manshuriensis,
npuyém rolB memoHcTpupyer Oonee cuibHoe aeiictBue, yem rolC. Taxxke ObuLIO
BBISIBJICHO, UYTO TeHeTWYecKas TpaHchopMmarusd HW3MEHCHHS B COJCpKAHUHU

apUCTOJIOXUEBBIX KUCIOT W MarHO(JIOpUHA, C PA3IMYHON CTENeHBI0 d(PPEeKTUBHOCTU
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Mexay kietounsiMu JuHusMU AC u AB. B TpancopmMupoBaHHBIX KyJIbTypax
HakoruieHue AA-I 3HaUUTENbHO CHMKANIOCK, a cojaepkanue AA-Illa, AA-IVa/b u AA-
I11a-G yBemuumBanoch 10 40 pas. I'er rolC okazan Hanbosiee CymeCTBEHHOE BIUSHUC
Ha HakoIieHue MarHoduiopuHa: B kieTouHod jnuHusi AC ero conepkaHue JOCTHUIIIO
5,72 mr/t cyxoro Beca. Kak m B ciaydae ¢ kierounbiMu KynbTypamu R. cordifolia,
akTuBHpYrOmUH 3¢pdext rerHoB rolC u rolB Ha BrOpwYHEI MeTabOIM3M KHPKa30HA
MPOSIBUWIICS Cpa3y MOcie TpaHCPOpPMALMU U COXPAHSUICS HA MPOTSKEHUU JJIUTEILHOTO
KyJbTUBUPOBAHUS TpaHCHOPMHUPOBAHHBIX KOpHEH. Kpome Toro, pe3ynbTarhbl
MOKa3bIBAIOT, YTO SKCTPAKThI M3 TpaHcHOpMHUpOBaHHBIX KopHer A. manshuriensis
MPOSIBJISIIOT [IUTOTOKCUYECKOE JEHCTBUE MO OTHOIICHUIO K Pa3IUYHBIM OITyXOJEBBIM
KJIETKaM 4YeJIOBeKa. B CBETE PHUCKOB, CBSA3aHHBIX C HCIIOJIB30BAHUEM PACTUTEIHLHOTO
MaTepHuaia, COJEPXKAIllero apUCTOJIOXUEBBIE KHUCIOTHI, TPEOYIOTCS JOMOIHUTEIbHbIC
WCCJICIOBAHMS I OIEHKW TIOTCHIIMAJNa TPUMEHEHHUS TIOJYyYEHHBIX KYyJIBTYp Kak
HMCTOYHHUKA MTPOTHBOOIYXOJIEBBIX CPEACTB. MI3BECTHO, UTO CyCIIEH3MOHHBIC KJICTOYHBIE
KyJbeTypsl A. manshuriensis, tpanchopmupoBanHbie AukuM IntammoM R. radiobacter
C58, norepsinu cnoCOOHOCTh CUHTE3UPOBATh apucTojioxueBbie kuciaoThl (Bulgakov et
al., 1996). Tpaucdopmals 3TOro ke pacTeHus ¢ UCHoab30BanueM reqos rolC u rolB
HE TIpuBejia K TIOJHOMY WCUC3HOBCHHIO BCEX AapUCTOJIOXHEBBIX KHCJIOT, OJHAKO
HaOJII0AAJIOCh 3aMeTHOE YMeHbllieHne ypoBHsi AK-I, koTopas urpaeT Kito4eByIo posib B
HEe(DPOTOKCUYHBIX M KaHIIEPOTeHHBIX CBOMcCTBaX BHIOB Aristolochia (Michl et al.,
2016). Ilpumenenune cuctembl CRISPR/Cas9 pnyisi mHakTUBalMKM KJIFOUEBBIX TI'€HOB,
YY4aCTBYIOIIMX B OHMOCHMHTE3€ apUCTOJOXHUEBBIX KHUCJIOT, OTKPHIBAET HOBBIC
MEPCHEKTUBBI ISl UCIOJIb30BAHUSL KJIETOYHBIX KYJIbTYp KupkazoHa. HemaBHO ObLIO
BBISIBIICHO 29 IeHOB, yYacTBYIOIIMX B OMOCHHTE3€ apUCTOJOXHUEBBIX KHCIIOT B TE€HOME
A. contorta (Cui et al., 2023; Kowalczyk et al., 2022), uto obecreynBaeT OCHOBY
BHIOOpA TMOTEHIMAIBHBIX MHUILICHEW I  IeJICHANPABICHHON MeTabOoJnYeCKoM
WHXCHEPHUH KJICTOYHBIX KYJIbTYp KHpKa30Ha.

HecMoTpst Ha TO, 4TO pe3yxoBuaKa Tams SBISICTCS MOJCIBHBIM PAaCTEHUEM,
peryJsius BTOPUYHOTO MeTa0oM3Ma B €ro KaJUTyCHBIX KYJIBTypaxX OCTaeTcs

HCOOCTAaTOYHO H3y‘-I€HHOﬁ . PGSYJ'H:TaTBI JaHHOI'O  HCCJICOOBAaHHA  IMOATBCPININ
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npeasiaynme HaomoneHus (Kastell et al., 2013), cBumerenbcTByrOIME O TOM, YTO
kautyc A. thaliana npoayiupyer Manoe KOJUYECTBO M OTHOCHTEIBHO OCIHBIA COCTaB
BTOPHYHBIX  MeTa0oiuToB. MHrmOupoBanme myTeld oOpa3oBaHHUS  BTOPUYHBIX
MEeTabOMTOB B KyJIBTUBUPYEMBIX KJIETKaX PACTCHUM SBISETCS 00MmIel mpobaeMoid s
OMOTEXHOJIOTHUH, KOTOPYIO CBS3BIBAIOT C  OJIHUITCHETUYECKUMH  M3MCHCHHSIMH,
MIPOUCXOSIUMH Ha YPOBHE XpOMaTHHA B Tporiecce (popMUPOBaHUS KaJUTyCHOM TKaHU
(Strauss and Reyes-Dominguez, 2011). B 3ToM OTHOIIEHHH 3HAYUTCIBHBIA HHTEpPEC
NPEJCTABISIOT PE3YIbTAaThl HCCICIOBAHUS OJHOTO U3 MPEICTaBUTENeH cemericTBa plast
OenkoB — oHkKoreHa 6b m3 Oakrtepum R. radiobacter (pamee A.tumefaciens) (Ito and
Machida, 2015). ABTOpbl NPEANONOXKUIN, YTO MPUOOPETEHUIO IUTFOPUIIOTEHTHOCTH
KJIETOK CIIOCOOCTBYIOT IIOOAbHBIE M3MEHEHHS SITUT€HETHIECKOTO CTaTyca, CBsI3aHHBIC
C 3aMEHOW THUCTOHOB Ha WX BapHaHThl B 3UTOTE€ TOCIE OIUIOJJOTBOPEHHUS, a B
mudpepeHIUPOBAHHBIX KIETKaX — MPU CTHEMYJISIUA PACTHTEIBHBIMH TOPMOHAMH, a
TakKe OJKcmpeccueld oHkoreHa 6b. I'en rolB  Takke sBisgeTcs KIaCCHYCCKUM
npeacraButenieM plast oHKOreHOB, OCHOBHBIM 3(PGHEKTOM KOTOPOIO  SBISCTCS
npuoOpeTeHNEe TPaHCPOPMUPOBAHHBIMH KJICTKAMH COCTOSIHUSI TUTFOPUIIOTEHTHOCTH,
KOTOpOE, KaK MPaBUJIO, BHIPAXKAETCA B HEOIJIACTHUYECKOM POCTE KOPHEW, OJHAKO, MPHU
ITOM HE OTPAHUYHMBACTCS NaHHBIM THITOM quddeperimpoBku (Altamura et al., 1994).

bbuto ycranosneHo, uto B KyasType A. thaliana ren rolB mpossisier akTHBHOCT,
HAIpaBJICHHYI0 Ha aKTHUBAIMIO MPOIECCOB BTOPUYHOIO METaboJM3Ma. DTa aKTUBAIIUS
OKasajach HW30WpaTellbHA W ONpPENEISAETCS HEW3BECTHBIMH II0KA MPUYMHAMH H
MexanuzMamu. Hampumep, rolB  3HauuTenbHO  CHIDKACT  TPAHCKPHITIIUHOHHYIO
aktuBHOCTh reHa MYB111 u ne aktuBupyet skcnpeccuto PAPL. Tlpuunna usmMeHeHus
skcrpeccun MYB111l mosker 3akirodatbess B ToM, uto F0IB, BeposiTHO, mpeoOpasyer
npoduasb dkcrpeccuu dakTopoB MYB u3 cnenmduyHoro s cemsagoiieid B mpoduib,
cnenu@UUHBIA 11 KOPHEW pacTeHHWs. OTOT BBIBOJ OCHOBAaH Ha pe3yJibTaTax
uccienosanus skcnpeccun MYB11, MYB12 u MYB111 B pa3BuBaromuxcsi mpopocTKax
A. thaliana (Stracke et al., 2007), B KOTOpOM OIMKCaHbI CXOAHBIC TATTEPHBI SKCIPECCHH
JAHHBIX TPAHCKPHITIIMOHHBIX ()aKTOpOoB. M3BECTHO Takke, YTO B MPOPOCTKAX TPOHHOTO

myTtanTa myb11/myb12/mybl1l mpoucxoaut uHrHOMpoBaHHE CHHTE3a (PIIABOHOJIOB, B
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TO BpeMs KaK HaKOIUIEHHE aHTolMaHOB He u3MeHsiercs (Stracke et al., 2007). Ecnu
orcyTcTBHE (aBoHOIOB B FOIB-tpaHcrennsix kynbrypax A. thaliana moxHO
00BsICHUTh HU3KOHM 3kcmpeccuert MYB11l, To OTCyTCTBHE aHTOIIMAHOB, BEPOSTHO,
CBA3aHO ¢ HM3KoHM oskcmpeccuerr PAPL. Takoe BwiOOpouHoe aeiictBue I0IB Ha
IKCIIPECCUI0 TEHOB, KOJIUPYIOIIUMX pPAa3IU4YHble TPAHCKPUMIIMOHHBIE (AKTOPHI,
oOHapyKeHO BHepBbie. B cucteme menoro pactenusi, rolB mposBiser THIMHYHBIN IS
Hero 3¢ (GeKT aKTHBAIMU: HAKOIUICHHE IPOM3BOAHBIX KBEpIETMHA U Kemidepona
yBenuumiiock B 3,3 u 4,3 pasza, cooTBeTcTBeHHO. Habironaemblil maTTepH 3Kcnpeccuu
TPAHCKPUIIIMOHHBIX (PAKTOPOB B MCCIIEIOBAHHBIX TPAHCTEHHBIX KJIETOUHBIX KYJIbTypax
U pacTeHUsX yKa3blBaeT Ha BaKHYIO poib ¢dakropa MYBI1 B rolB-omocpenoBanHoit
peryiaanuu Ouocunte3a (raBoHounoB. I[louck 3hPEeKTUBHBIX CMOCOOOB aKTHBALIUU
OuocuHTE3a (PIIaBOHOMJIOB aKTyajieH B 00JIaCTU OMOTEXHOJIOTUM PACTEHUH B CBS3U C
IIMPOKUM TMPUMEHEHHEM WX TPOTHBOBOCHAIUTEIBHBIX, MNPOTHBOATUIEPTUUECKUX,
IPOTUBOBUPYCHBIX M aHTUKaHIeporeHHbIX cBoicTB (Nijveldt et al., 2001; Tohge et al.,
2017). Takum oOpa3oM, NOJYyUYEHHBIE PpE3YyJbTaTbl MOTLYT OBITh HCIOJIb30BAHBI B
METa0O0JIMYECKON WHXKEHEpUU JJIs HAIlpaBJICHHOM peryiasiuuu OHOCHHTE3a JTaHHOMN

IPYNIbl COEAUHEHUMU.

3.2. Bausinue reHoB rol Ha cogep:xkanne A®K u ycTOiYHBOCTh TPAHCT€HHBIX
KYJbTYP K a0MOTHYECKHM CTpeccam
3.2.1. lIpoaykuuss APK u cTpeccoycTOHYUBOCTD KJIETOK, IKCIPECCUPYIOIIHNX
ren rolC
I'en rolC BbI3bIBaCT 3HAYUTEIbHBIC MOP(OJOTHUCCKUE M OHOXMMHUYECCKHE
U3MEHEHUS B TPaHC(HOPMUPOBAHHBIX PACTEHUAX, BKIIOYAs KapJIMKOBOCTh, paHEe
I[BETCHHWE, TIOJIaBJICHUE AalMKaJbHOTO JOMHUHUPOBAHMS, IIOKCITCHUE JIMNCTHEB,
MOAYJISIIIMIO TPAHCIIOpTa U MeTadoim3Ma caxaposbl (Spena et al., 1987; Nilsson et al.,
1993b; Faiss et al., 1996; Casanova et al., 2005). I'ereposoruunas skcrpeccus rolC B
KYJbTUBUPYEMBIX PACTHTEIBHBIX KJICTKAaX MPHBOIUT K H3MEHECHHUIO TOPMOHAJIBLHOMN
yyBcTBUTeIbHOCTH (Maurel et al., 1991), aktuBupyet Bropuunsiii Metadonmsm (Palazon
et al., 1998b; Bulgakov et al., 1998, 2002; Bonhomme et al., 2000), skcnpeccuro

oenkoB, cBs3aHHbIX c maroreHe3om (Kiselev et al.,, 2006), a Takxke CTUMyIHpyeT
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oOpazoBanue sMmOpuoreHHbIx cTpykTyp (Gorpenchenko et al., 2006). Takxe panee
obuto mokaszano, 4to rolC momamnser HakomieHne ADK B KICTOYHOH KyJbType
mapenbl cepauenuctHot (Bulgakov et al., 2008). Dto HabmioneHue MO3BOJIUIO
IPE/OI0KHUTh, YTO KOMIUICKCHBIC Ouonorundeckue s¢dektsl reHa rolC 3aBucsat ot
BHYTPUKIJIETOYHOTO OKHCIUTEIHHO-BOCCTAHOBUTEIBHOTO COCTOSIHHSI ~TPAHCTEHHBIX
kiaetok. Jisg Toro urtoObl MOATBEPAMTH JAHHYIO THUIOTE3y OBLI MPOBEICH
CPaBHUTCIBHBIA aHATU3 cojepkaHus BHyTpukieTodHbix ADK B rolC-rpancrenHoi
kynerype R.cordifolia RCH u Tpex He3aBucHMMBIX KauTycHBIX juHHSX A. thaliana
AtC1, AtC2 u AtC3 ¢ nomompio dayopecuienTHoro 3oH1a HoDCF-DA. Ycranosneno,
4T0 ypoBeHb BHYTpUKIeTOYHBIX ADK B rolC-tpancrennsix kamtycax A. thaliana AtC1,
AtC2 u AtC3 cocraBmsin 79%, 63% u 62%, COOTBETCTBEHHO, MO CPaBHEHUIO C
KJIIETKAMHU KOHTPOJIbHOW KynbTypbl. Ilpm stom conepxkanue ADK B mmauum RCH
cocTaBJIsUI0 Bcero 39% Imo OTHONICHHIO K KOHTPOJIbHBIM KieTkaMm R. cordifolia (Shkryl
etal., 2022).

Tak kak BJIMsAHUE TeHOB Ol Ha TpaHCTEHHBIC KJICTKH HANPSMYK CBS3aHO C
WHTCHCUBHOCTBIO WX OKCIPECCHH, HE00X0auMo OBLIO HUCCIEeI0BaTh YPOBEHb
tpanckpunuuu rolC B muamsx A.thaliana wu  xymetype RCH R. cordifolia.
YcraHoBIIeHO, 4TO coaepxkanue Tpanckpunto rolC B kinerkax AtC1 u AtC2 oka3anoch
MPAKTUYECKA OJMHAKOBBIM M MpUMepHO B 1,6 paza HIDKE, 4eM B KIIETKaX KYJIbTYpPbI
AtC3 (Pucynok 31). Bonee Toro, skcmpeccusi tpancrena rolC B guamm AtC3 Oblia
cpaBHuUMa ¢ ero ypoBHeM B kieTkax RCH. C yuerom Bcex 3TuX (HhakTOpOB KaJlTyCHas
muansg AtC3 Oputa obosHauena kak ACH, T.e. xierounas ymaus A. thaliana co
CPaBHUTEJIHLHO BBICOKUM ypOBHeM dKcrnpeccuu rena rolC. HTepecHO OTMETHTh, U4TO B
TPAaHCTEHHBIX KyJbTypax A. thaliana moBsiieHre TpaHCKPUIIITMOHHOM akTUBHOCTH 0IC
HE TIPUBOJIUIIO K copasMepHoMy CHIKeHHI0 ADK, MOCKOIbKY MX HAKOTICHUE B TUHUSIX
AtC2 u AtC3 He ormmmuanock. OTCYyTCTBHE TMPAMOM  KOPPESIUUMUA  MEXKIY
TPAHCKPHUITIMOHHOW  akTUBHOCTBIO I0IC  ®  (eHOTHNHUYSCKUMHU  TpHU3HAKaAMHU
TpaHC(OPMHUPOBAHHBIX KJIETOK OBUI0O ¥ JPYrUMH aBTOPAaMH Ha  Pa3IUIHBIX

pactutenbHbIX 00bekTax (Gardner et al., 2006; Igarashi et al., 2002).
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JJ1s cpaBHUTEIIBHOM OLleHKH 4yBCTBUTEIbHOCTH KileToK A. thaliana u R. cordifolia
K aOWOTHYECKMM CTPECCOBBIM BO3ACHUCTBUSAM KOHTposibHbIe (At m R) wm rolC-
tpancrenHble (RCH u ACH) kamnycHble JHMHMM KyJBTHUBHUPOBAIM B YCIOBHUAX
HopmanibHoM  (24°C), mnoBeimieHHot (28°C u  37°C) u nonmwxkennoit (12°C)

TEMIEPaTypbl, a TaKKEe B MPUCYTCTBUU paznuuHbiXx KoHueHTpammii NaCl (60 u 120
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Pucynok 31 — Xapakrepuctuka kaurycHbix KyabTyp R. cordifolia u A. thaliana,
UCIOJB3YEMbIX B DOKCIEpUMEHTaX. BuHemnuii Bua KyiabTyp (A), cojaepskaHue
BHyTpHKiIeTouHbIX ADK (B) 1 skcnpeccus rena rolC B tpancrennsix kiaerkax (B). R —
KOHTpoJbHas kietodynas junus R. cordifolia; RCH — rolC-tpancrennas kiertouHast
nunus R. cordifolia ¢ BeicokMM ypoBHEM sKcmpeccuu TpancreHa; At — KOHTpOJIbHAs
kiaerounas juHus A. thaliana; AtCl, AtC2 u AtC3 — rolC-tpaHcreHHbIe KajUTyCHBIC
auanm A. thaliana. Ypoesenr ADK oleHuBaaM 1Mo WHTCHCHMBHOCTH (JIyOpPECICHITUH
DCF B otaenbHbIX KieTKax. J[aHHBIE TpEACTaBICHbI Kak CpelHee + CTaHIapTHas
omunOKa. PazHble OyKkBBI HaJ CTONOIAMHU YKa3bIBAIOT HA CTAaTHCTUYECKH 3HAYNMbBIC
paznmuuus cpennux 3Hadenui (p < 0,05), H3P-tect ®uiepa.
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TennoBoi cTpecc 3HAYUTENHHO WHTHOMPOBATIO POCT KOHTPOJIBHBIX KIETOYHBIX
muauit R u At (Pucynok 32). Ilobiiienue temmneparypbl Ha 4°C 1o CpaBHEHHUIO C
HOPMAJIbHBIMU YCJIIOBUSIMM pPOCTa MPHUBEIO K CHUKEHUIO HAKOIUIEHHS OHOMacChl
kaurycoB R u At Gosee uem B 3 pasa, HO HE OKa3aJlo BJIMSHUE HA POCT KaJUTyCHBIX
auHUH, 3Kcnpeccupyronmx red rolC. bonee 3HaunTEeNbHOE MOBBIIICHUE TEMITEPATYPHI
Ha 13°C HOJHOCTBIO OCTAaHABIMBAIO POCT KOHTPOJIBHBIX KaJUIyCOB, B TO BpeMs Kak
auaun ACH m RCH, xoTs u Obut uHrubupoBansl Ha 85% u 88%, COOTBETCTBEHHO,
IIPU 3TOM COXPaHSIM CIIOCOOHOCTB K POCTY.

KynbpTuBHUpoBaHue KajtycoB B yciaoBusiX Xojoja (12°C) BbISIBUIO MOBBIIIEHHYIO
ycroianBocTh FOlC-3KCTIpecCUpyrOmUX JIHHUNA 1O CPaBHEHHIO C KOHTPOJIbHBIMU
kyabTypamu (Pucynok 32). Hakorutenne 6nomacce kynbTypsl ACH coctaBmiio 36% ot
TaKOBOW B HOPMAJIbHBIX YCJIOBHSX, TOTJa KaK MPUPOCT KYJIbTypbl At JOCTUT TOJBKO
28%. Eme Oonee BbIpakeHHass YCTOMUUBOCTh K XOJIOAOBOMY CTpecCy HaOI0Janach y
rolC-rtpancrennsix kawrycos R. cordifolia. Xomox narn6uposan poct kynerypst RCH
Ha 35%, a pOCT KOHTPOJBHON KAJLUTyCHOM JIMHUU — Ha 81%.

ConeBoli cTpecc OKa3aJl pa3au4yHOE BIUSHHE HA POCT KAJUIYCHBIX JIMHUMN
A. thaliana u R. cordifolia (Pucynok 32). B nienom etk A. thaliana okazanuce 6osee
ycroitunBel Kk BosueidcTBuio NaCl, wem xnerkm R. cordifolia. Tlpu stom NaCl B
KoHIeHTparuu 60 MM B paBHOU cTeneHu MHTHOUpoBas pocT KamycoB At u ACH nHa
23%. Paznuune B YCTOWYMBOCTH K BO3JICUCTBUIO COJIM MEXIYy KOHTPOJBHOU W
TPAHCT€HHOW KYJIbTYpaMH OTYETIMBO NPOSBWIACH NPHU JABYKPATHOM YBEJIWYEHUU
koHneHTparuu NaCl. Tak HakomeHue Owmomaccel kiaeTtok B JmHMHM ACH,
KyabTuBUpyemonr B mpucytctBuu 120 MM NaCl, cocraBmio 55% oT pocra B
HOPMAaJbHBIX YCJOBHUSX, TOTJa Kak HpUpocT KyiubTypbl At poctur jgumbs 30% ot
KOHTpOJIbHBIX ycioBul. Ilpu stom yxke B mpucyrctBuu 60 MM NaCl B cpene, poct
KOHTPOJIbHOM KayutycHou simauu R. cordifolia nonasnscs va 78%, a mpu 120 MM NaCl
€  pOCT TMPaKTHUYECKH IMOJHOCThIO  mpekpammancs. Kimerku — R. cordifolia,
skcnpeccupyromue rolC, mposiBIsIIM MOBBIMICHHYI COJISYCTOMYMBOCTh, TaK Kak
HakorieHue 6uomaccsl KynbTypsl RCH B npucytctBun 60 u 120 MM NaCl, coctaBuiio

82 1 24% OT Macchl KIIETOK B HOPMAJIBHBIX YCIOBUSAX, COOTBETCTBEHHO.
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PucyHnok 32 — BiousHre TeMIiepaTypHOTO U COJIEBOTO CTPECcca Ha POCT KAJTYCHBIX
kynetyp A.thaliana (A) u R. cordifolia (B). R — KoHTponbHas KIETOYHAS JIMHHS
R. cordifolia; RCH — rolC-tpancrennas xierounas nuaus R. cordifolia ¢ Beicokum
YPOBHEM 3KCIPECCHUU TpaHCreHa, At — KOHTpoJbHas kierounas juaus A. thaliana;
ACH - rolC-tpancrennas wierounas mawmHus A.thaliana ¢ BbeicokuM ypoBHEM
IKCIPECCHH TpaHCreHa. J[aHHBbIC MPEICTABIICHBI KaK CPEJHee + CTaHIapTHas OIIMOKa.
PasHpie OyKBbI Haj CTOJIOIIAMM YKAa3bIBAIOT HAa CTATUCTHYCCKH 3HAYMMBIC Pa3TUUUS
cpeanux 3HaueHuit (P < 0,05), H3P-tect @uiepa.

3.2.2. BuyrpukJierounas jJoxkajausamnus 6ejika RolC
BHyTpukierouHas Jnokanuzamus Oenka sIBISETCS BaKHBIM IIOKa3aTelieM ero
(GYHKIIMOHATIBHBIX 0COOEHHOCTEH. [IpoBeneHHbIe paHee UCCIIEJIOBAHUS
BHYTPUKIETOUYHOW JoKanu3auuu Oenka RolC ObuiM  BBIMOJMHEHBI Ha OCHOBE
UMMYHOXHMHUYECKOTO aHAJIM3a CYMMapPHBIX KJIETOYHBIX (Ppakinii U CBUIAETEIHCTBOBAIN

o ero HakomieHuu B 1uromiasMe (Estruch et al., 1991b; Oono et al., 1991). [us
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YTOUHEHHUS 3TUX JIaHHBIX, ObUIO McCcienoBaHo HakoruieHue Oenka RolC, ciuroro c
(bayopeclieHTHBIM MapKepHbIM O€JIKOM, HEMOCPEACTBEHHO B KHUBBIX KieTkax. [l
nosyueHus: TuOpuaHoro Oenka, Obuta pa3paboTaHa TeHETHUYECKas KOHCTPYKIHS, B
KOTOPOH MOJTHOpa3MepHas MocjeIoBaTeIbHOCTh TeHa rolC Haxomumack B OJJHOH paMKe
cunthiBaausi ¢ TeHoM EGFP (enhanced green fluorescent protein) mom KOHTposiem
TanjemMHoro npomoropa 35S CaMV. ®@nyopecuenuuto EGFP nerexktupoBaiu B siipe u
UTOIUIa3ME KJIETOK, 3a MCKItoueHueM BakyoJied (PucyHok 33), uTo sBisieTcs
TUIIUYHBIM MIPOCTPAHCTBEHHBIM pacmhpenenenueM ans nanHoro 6enka (Collings, 2013).
Xumepubiii 6enok ROIC-EGFP B menoM uMeNl CXOAHBIM HATTEPH BHYTPHKICTOYHOM
nokanu3anuu (PucyHok 33), 4TO OTYacTH MOATBEPXKIAET JUTEpaTypHbIC IaHHbBIC.
JleTanpHbI aHANMK3 sSep TPAHCPOPMHUPOBAHHBIX KJIETOK IMOKA3al, YTO OMpeesieHHAas
bpakuus RolC HakammBaeTcsi TakKe W B SJIPBIINIKaX TPaHCHOPMHUPOBAHHBIX KIETOK
(Shkryl et al., 2022). Ha 1ocTOBEpHOCTH MOJIYYEHHBIX PE3YJIbTATOB YKa3bIBAIOT TAKIKE
OTCYTCTBHE CHUTHAJIOB SIPBIIKOBOM Jokanu3zanuu y EGFP u wm3BecTHBI marrtepH
pacnpeneneHuss  Oenka  BHYTPH — KIETKHM, TMOATBEPXKIAIOMIMA  HEOOXOAUMOCTh
WCMOJIb30BaHUs CIICIIMATM3UPOBAHHBIX METOK s HakomieHus EGFP B sapsimike
(Martin et al., 2015).

HNuTepecHO OTMETUTh, YTO YK€ B TMpOIecce MyOJMKAIMA BBIIICOMMCAHHBIX
pe3ynbTaToB (CTaThst Oblla HampaBieHa B kypHain B 2020 r.), apyras rpynmna
uccienoBareneil moa pykoBojcTBoM mpodeccopa I'enpuxa JlroTkuHa (YHUBEpPCUTET
Konenrarena, Jlanus) B 2021 r. mpoBeia aHaJIOTMYHbIC UCCIEAOBAHUS, KOTOPhIC TaKKe
NoKa3alld I[MTOIIa3MaTHUECKYI0 M sAepHYto Jokanu3samuio Oenka RolC (Favero et al.,
2021). ABropamu Oblia OTME4YeHa JIFOOOMBITHAE OCOOCHHOCTH: B TOM Cllydae, KOrja
dbnyopectienTHbIN 6eok ObuT ciuT ¢ C-koHioM ROIC (kak 1 B JaHHOM HCCJICIOBAHUH)
XUMEPHBIA 0€JIOK OBbLIT CIIOCOOCH MPOHUKATH B SAPO TPaHCHOPMHUPOBAHHBIX KIIETOK, a
Oyayuu ciuthiM ¢ ero N-koHIoM yke HeT. B mocnennem ciydae xumepa EGFP-RolIC
MOMHMO ITUTOIIa3Mbl OOHAPYKMBAJIACh TOJIBKO B SACPHON MeMOpaHe, YTO MO3BOJIAIIO
aBTOpaM IMPEIIOJIOKUTh IMO3UIIMOHHOE BIHUSHUE (IyOpecUEeHTHOro Oenka, pa3mep
KOTOPOTO MOYTH B 2 pasa npeBocxoaut pazmep RoIC, Ha koHpopmanmio w/wmm 6enok-

OenkoBbie B3aumojericTBus nociensero (Favero et al., 2021). Crout ynomsiHyTb, 4TO
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Bnusinue EGFP nHa nokanusanuio ciauThiX ¢ HUM  O€JIKOB  SIBISIETCS BecbhbMa
pacnpoctpaneHHbiM sBieHuem (Weill et al.,, 2019). Ilpu sTOM mOKa3aHO, YTO
pacnosioxkeHue (piryopeciieHTHbIX OenkoB Ha N-KOHIIE B ropa3fo OOJbINCH CTerneHu
HapyIIaeT €CTECTBEHHYIO JIOKAIU3AIMIO U BEPHBIN pe3yJIbTaT B TAKOM CIIy4ae BbISBIICH
JWIb B TIOJIOBUHE wuccienoBaHHbiXx ciydaeB (Palmer and Freeman, 2004).
dyHIaMeHTaIbHAs TPUYUHA JAHHOTO PACXOXKICHUS MOXKET 3aKII0YaThCS B TOM, YTO B
nporiecce TpaHchsauuun EGFP-ydactok xumepHoro Oenka mMEpBBIM IOABEpPracTcs
GOoNIMHTY U BIOCIEACTBUU HapyIIaeT (OPMHUPOBAHUE TIPABMIIBHON MPOCTPAHCTBEHHOM
CTPYKTYphl HccieayeMoro Oenka. Kpome TOro, mnpu HENOJIHOM MPOXOXKICHUH
TPAHCKPHUIIIIMKA BO3MOXKHO (POPMUPOBAHUE YKOPOUEHHBIX BEPCUH XUMEpPHI, B KOTOPBIX
AMUHOKHCIIOTHAs ~ IOCIIEOBATEIBbHOCTh IEJEBOI0  Oelka OKaxeTcss oOpe3aHa.
Pacnionoxenue QuyopeciieHTHbIX OenkoB Ha C-KOHIIE MO3BOJSET HCKIIOYUTH 00€
OIMOKH, T.K. B 3TOM ClIy4ae OyJeT HapyIIeHa IpocTpaHcTBeHHas cTpyktypa EGFP, uto
OpUBEAET K  OTCYTCTBUIO  (PIIyOpECLEHTHBIX  CHTHajioB. Takum  oOpazowm,
MIPE/ICTAaBIICHHBIE JIAHHBIE, a TAKXKE Pe3yJIbTaThl KOJUIET B KOTOPBIX MCIOJb30Basioch C-

kon1eBoe ciausaue EGFP ¢ RolC, BeposTHO, SIBISIOTCS HanOoJIee JTOCTOBEPHBIMH.

Pucynok 33 — Jlokanu3zanus 6enka RolC-EGFP B tpanchopmupoBaHHBIX KIIeTKax
R. cordifolia. A — oOmmit Bua KJIETOK, TpaHCHOPMHUPOBAHHBIX KOHCTpyKiuei rolC-
EGFP; b — xierku, TpanchopmupoBanusie TeHoM EGFP; B — sinepras noxanu3arus
oenka RolC-EGFP (cTpenku yka3piBatoT TOUeUHYIO (hIyOpECLEHIINI0 XUMEPHOTO OemKa
B SIZPBIIIKaX TPaHC(HOPMHUPOBAHHBIX KIIETOK).


https://onlinelibrary.wiley.com/authored-by/Palmer/Ella
https://onlinelibrary.wiley.com/authored-by/Freeman/Tom
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SnpeIIko B TEPBYIO OYepeab HM3BECTHO, Kak Mecto TpaHckpumuuu pPHK wu
ounorenesa pudocom (Kalinina et al., 2018). Ognako mocjeaHue JaHHBIC MOKA3bIBAIOT,
YTO SIAPBIIMIKK TaK)KE UTPAIOT BAXHYIO POJIb B 3AIUTE SIICPHBIX OCIKOB OT arperaruu
IpU BO3HUKHOBEHHH CTPECCOBBIX YCIIOBHH, YTO MO3BOJIAET KJIETKaM OOECIeuHnBaTh
KOHTpOJIb X «kadectBay (Frottin et al., 2019). Kpome Toro, sapbIKo HaKallJIMBacT
MHOXecTBO OenkoB pemapaunu JIHK w manepoHoB, 4YTO yKa3plBaeT Ha €ro
(GYHKITMOHATBHYIO 3HAYUMOCTD JJIs TIOJACPKAHMsI CTAOMIIBHOCTA T€HOMA U PETYJISAIINN
ctpykrypbl xpomaruHa (Lindstrdom et al.,, 2018). Crour oTMETHTH, YTO APYTroW
npeacTaBuTeNb ceMelictBa plast rewoB, onkoren 6b wu3 R.radiobacter (pamee
A. tumefaciens), ObT Takke OOHAPYKCH B SAPBINIKE TPaHC(HOPMUPOBAHHBIX KIIETOK
(Kitakura et al., 2002). B »tom kommapTMeHTe Oelok 6D HemocpeacTBEHHO
B3aUMOJICUCTBYET C HEaBHO UACHTU(UIIMPOBaHHBIM B Tabake ructoHoM H3 NtSIP2 u
MIPOSIBISIET IIANIEPOHHYIO0 aKTUBHOCTH, MOJYJIMPYET TPAHCKPUIIINIO TEHOB, MPUBOIS K
MePETNPOrPaMMHUPOBAHUIO M HEOTUTACTUYECKON TpaHC(HOPMAIMKM PACTUTEIBHBIX KICTOK
(Ishibashi et al., 2014). Unentuduxanus 6enka ROIC B saphliikax pacTeHUH TakKe
MOXET KOCBEHHO CBHUJIETEIHCTBOBATH O €r0 YYaCTHU B JMHUTCHETUYECKOM KOHTPOJIC
OKCIIPECCUU TEHOB TMOCPEICTBOM CXOJHOI0, HO TMOKa HE UIACHTHU(PHUIIMPOBAHHOTO
Mexanm3ma. HMutepecHo, 4uro rolC- wu 6b-unmynupoBanHbie MOp(OTreHETHYECCKHUE
U3MCHEHHUs y TpaHCPOPMHUPOBAHHBIX pacTeHHid BechbMa cxoxu (Mohajjel-Shoja et al.,
2011), 9yTO TUMOTETUYECKU YKa3bIBAET HA CYIIECCTBOBAHHE OOIIETO MOJICKYJSPHOTO

MEXaHU3Ma UX JICHCTBUA.

3.2.3. lIpoaykuust ADK u cTpeccoycTOMYMBOCTD KJIETOK, IKCIPECCUPYIOIINX
reH rolB
I'en rolB sBisercs HanOosee BaKHBIM I'€HETHYSCKUM (DAKTOPOM ISl MHIYKIIUU
«BOJIOCATHIX» KOpHEHW y TpaHcopmupoBaHHBIX arpobakrepusimu pactenuid (Nilsson,
Olsson, 1997). ¥V rolB-TpaHCreHHBIX pAaCTCHUN BBISBICHBI Takue Mopdosiornyeckue
OCOOEHHOCTH, KaK KapiuKoBOCTh M moxkenrenue iuctbeB (Kodahl et al., 2016),
dopmupoBanre de novo mepucrem (Altamura et al., 1994; Koltunov et al., 2001),
napreHokapnus (Carmi et al., 2003), sHexkpo3 (Schmulling et al., 1988) u np. Xots reHsl

rolB u rolC neiicTBYIOT CHHEPrHYeCKH MPHU MHAYKIUH KOPHEH, B OTHOLICHHU JAPYTHX
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3¢ (}eKTOB OHM HEpPEIKO MPOSBISIIOT aHTAaroOHUCTUYECKoe AeicTBue. Hampumep, ren
rolC ocnabiisin HeraTMBHOE BIIMSHUE CBEepXdKcipeccuu 0lB Ha pocT kierok Tabaka
(Schmiilling et al., 1988). Taxxe, rolC cHmXkan MOBBIICHHYI) YyBCTBUTEIHHOCTH K
ayKCHHY B TpaHC(OPMHUPOBAHHBIX KJIETKax BbI3BaHHYyI0 Oeinkom rolB (Maurel et al.,
1991). beuto oOHapykeHO, 4To cTuMyampyromuil ¢dexr reHa rolB Ha OmocuHTe3
aHTPAXMHOHOB, a TaK)Ke HMHTUOMpYIOIIee JACWCTBHE HAa POCT KIETOK OBbUIM MEHE
BBIp@KCHBI IIpH ero coBMecTHoM skcmpeccuu ¢ rolC (Shkryl et al., 2008). Otu
pe3yNbTaThl CBUIETENLCTBYIOT, UTO TAKOW HEOJHO3HAUHBIN XapakTep B3aUMOJCHCTBUS
OHKOTE€HOB MOXKET MPOSIBISATHCS U B OTHOIIEHUH MeTabonn3ma ADK.

Jis  sKcrepuMEHTOB ObulM  BbIOpaHbl TPAHCT€HHbBIE  KIJIETOUHBIE JIMHUU
R. cordifolia ¢ Hu3kMM, yMEpEHHBIM U BRICOKHM YpOBHEM 3Kcnipeccuu reHa rolB (RBL,
RBM u RBH, cootBerctBerHo). Coaepkanne ADK ananuzupoBaiu ¢ MCIOJIb30BaHUEM
3ou10B H2R123 m H,DCF-DA. B nenom, cnermuuanocts HoR123 n HoDCF-DA st
ADK cxomna (Crow, 1997, Abele et al., 2002), ommako H;R123 cmocoben
IpeoaoseBaTh MHUTOXOHApPUAIbHYIO MeMOpaHy U OTpakaeT oOLIMil ypOBEHb
IUTO30JIbHBIX U MUTOXOHIpUanbHbIXx ADPK (Hempel et al., 1999). beuio ycranosineno,
yT0 ypoBeHh ADK B KaJUTyCHBIX M CyCIeH3MOHHBIX KybTypax RBL, RBM u RBH 6b11
CHIDKEH W COCTAaBIISUI, B 3aBUCUMOCTH OT YpoBHs 3kcnpeccuu 0IB, 50-83% ot ypoBHs

B KynbType R (Pucynox 34).
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Pucynok 34 — Buytpukiierounoe conepkanne ADK B cycneH3moHHBIX (A) U
kayutycHbx (B) kynprypax R. cordifolia. Yposens ADK oreHHBaM 110 HHTEHCUBHOCTH
dyopecueniuu DCF win R123 B oTaenbHbIX KieTKax. R — KOHTpOJIbHAS KJICTOYHAS
muaus R. cordifolia; RBL, RBM u RBH - rolB-tpancrennbie KICTOYHBIC JTHHUU
R. cordifolia ¢ Hu3kMM, yMEpEHHBIM W BBICOKHM YPOBHEM 3KCIIPECCHH TPAHCTCHA,
COOTBETCTBEHHO. JlaHHBIC TIpEICTaBICHBI KaK CpeIHee + CTaHaapTHas OnIMOKa.
* CTaTHCTUYECCKH 3HAYUMBbIe pa3nmuuus cpeanux 3Hadenuit (p < 0,05), t-tect
CrtprOgeHTA.

YToObl yCTAaHOBHTS, ABSCTCS JIM JTaHHBIN 3(P(GEKT BUIOCICIIUPUUHBIM HIIH HMECT
OoJjiee IMIMPOKOE OMOJIOTHYECKOE 3HA4YeHHE, B HCCIEIOBaHUE OBbUIM BKIIFOYECHBI
JIOTIOJTHUTEIbHBIC MOJICIbHBIC CHUCTEMBI: IOIB-TpaHCreHHbIE KYJIBTYPBI JKCHBIICHS
Panax ginseng, mnoayuennsle panee (Bulgakov et al., 1998), u rolB-tpancrennbie
KyneTypbl A. thaliana, monyuennsie B HacTostiel padore. M3mepenue ypoas ADK B
9THX KyJbTypax NOATBEpAWIO uUHruoupyromee geiicteue rolB (Tabmwmma 8).
HauGonpimmii wHruOupyrommii 3gdext Obul oOHapyxkeH y kiaetok A.thaliana, B

KOTOPBIX BBICOKAsl 3KCIPECCHUs TpaHcreHa nojaasisia oopazoBanue ADPK B 1,5-1,6 pas

o cpaBHeHHI0 ¢ KoHTpojem (Bulgakov et al., 2012).
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Ta6imoa 8 — Bayrpukierounoe coaepxkanne A®DPK B KOHTpoJbHBIX U r0IB-
TPAaHCTEHHBIX KJIIETOYHBIX KysbTypax P. ginseng u A. thaliana
KosmuectBo YpoBeHb
Krnerounas nuHus MIPOAHATM3UPOBAHHBIX | (PIIyOpPECIICHIIHH,
KJIETOK OTH. €]I.
KontposnbHas KaJlrycHast 58 654439
KyJaeTypa P. ginseng
r0|B-TpaHC1“€H_Ha}I KaJUTyCHasl 79 480 + 2.4%
KyJbTypa P. ginseng
KonTtponpHas CYCICH3UOHHAs 80 60,0 + 4.5
KyJbeTypa P. ginseng
roIB-TpchreH-Ha;I CYCIIEH3UOHHAas 80 48.5 + 2,0
KyJabpTypa P. ginseng
KonTponbHas KaJUTyCHas 100 754 3.5
kynbTypa A. thaliana
rolB-TpaHcreHHas KayurycHas
; + *
kynbTypa A. thaliana ABL 100 60+ 2,5
rolB-tpaHcreHHas KauTycHas
. + *
kynbTypa A. thaliana ABH 100 47,5+1.9
KonTtponpHas CyCTICH3UOHHAs 80 86.1 4 5.0
kynbTypa A. thaliana
rolB-TpaHcreHHas CycrieH3nOHHas
; + *
kynbTypa A. thaliana ABL 80 66,4+ 4,5
rolB-TpaHcreHHas CycrieH3nOHHas
; + *
kynbTypa A. thaliana ABH 80 36,5 £4,2

JlaHHble MpeacTaBleHbl KaK cpeHee + cTaHgapTHas owmuOka. * CratucTuyecku
3HaYMMBbIC pa3nuus cpeanux 3HadeHui (P < 0,05), t-tect CThroACHTA.

N3mepennss A®DPK Takxke mnpoBogwin (IyopUMETPHUUYECKUM  METOJOM C
UCITIOIb30BAHUEM JIIOMUHOJA W 3KCTPAKTOB M3 KOHTPOJBHBIX W IOIB-TpancreHHBIX
KQJUTYCHBIX KYJIBTYP MapeHbl CEPALIEINCTHOM, KEHBIIEH HACTOSALIETO U PE3YXOBHJIKU
Tans na 21-p1i neHb KyJdbTUBHpOBaHUs (NHMHEWHas ¢a3za pocra) U 28-0i JeHBb
KyJIbTUBHUpOBaHUs (cTanmoHapHas (aza pocta). B atom ananmze ADK onpenensim kak
CyMMY MEPEKUCH BOJOPOAA, CYIEPOKCU AaHUOH-PaMKaia U THAPOKCUIIBHOTO pajrKaia
(Komrskova et al.,, 2006). IlomydeHHble 3HA4Y€HUS COOTBETCTBOBAIM JaHHBIM
KOH(OKAJIbHOW MUKPOCKOMIMU W TIOKaszaiu, 4Tto KoHueHtpamus ADPK B kamrycax,
TpaHchopmupoBanHbIx F0IB, y Bcex BumoB pactenmii Oblia Ha 10-30% Hibke, yeM B

KOHTPOJIBbHBIX KynbTypax (Tabmuria 9).
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Tadauma 9 — VYpoBenb ADK B KOHTpOJNBHBIX U FOIB-TpaHCIeHHBIX KaJUTyCHBIX
KYJIbTypax, OMpeAeIeHHbII METOA0M JIIOMUHOJ-3aBUCUMON XEMUITFOMUHECIICHIIUN

Copepxxanne HyO,, % oT KOHTpOIIS

Knerouynas jmHus Jluneitnas ¢aza Crammonapnas ¢asa
KonTpoibHas kynbTypa
R. cordifolia R 100 100
rolB-Tpancrennas KyjabTypa 92 90
R. cordifolia RBL
rolB-tpaHcreHHas KyJibTypa 80* 83*

R. cordifolia RBM
rolB-tpaHcreHHas KyJibTypa 68* 70*
R. cordifolia RBH

KonTposbHas kynbTypa

: 100 100
P. ginseng
rolB-tpancrennas KyibTypa 74% g5*
P. ginseng
KonrtponbHas KynbpTypa
A. thaliana At 100 100
rolB-tpaHcreHHas KyJabTypa 83+ 86+
A. thaliana ABL
rolB-tpancrennas KyibTypa 70% 7%

A. thaliana ABH

JlaHHBIE TIpEJCTaBJICHBI KaK CpeaHee * cTaHaapTHas omwuoka. * CTaTUCTUYECKH
3HaYMMBbIC pa3uuus cpeaHux 3HadeHui (P < 0,05), t-tect CThroACHTA.

B crpeccoBbix ycnmoBusix nponaykuuss ADPK y pacTeHuil BBINOJTHSAET Ba)XHYIO
CUTHAJIBHYIO POJIb, aKTUBUPYSI 3aIlIUTHBIC MEXaHU3MBbI Al TaIliH, a TIPH MTOBBIIIICHHON
KOHIIGHTpaIluu BbI3bIBaeT TuOenp kietok (Baxter et al., 2014). UtoObl OIEHUTH
BiaMsHUE FOIB Ha OKHCIIMTEIBPHO-BOCCTAHOBUTEIIBHBIN MOMEOCTa3 KJIETOK HE TOJBbKO B
HOPMaJIbHOM COCTOSIHUM, HO W TIPU CTPECCOBOM BO3ACHCTBUM, OBUIU H3yYCHBI
ocobenHoctr oOpasoBanust A®PK B TpaHcrennsix KynabTypax R. cordifolia mpwu
BO3JICMCTBUM TaKUX HM3BECTHBIX MHIYKTOPOB KHUCIOPOJHBIX PaIUKaIOB Kak IMapakBar,
MEHAJMOH U CBETOBOHM ctpecc B mpucyrctBuu 30H7A0B HoDCF-DA u HyR123. Tlpum
00paboTKe mapaKkBaTOM HCIIOIH30BAU KOHIICHTPAIMIO, KOTOPasi BhI3bIBAJIA IBYKPATHOE
yBenndueHrne ADK B KOHTPOJBHBIX KJIETKaX, HO MPU 3TOM HE NMPUBOAWINA K UX THOETH
(10 MmxM u 1 vac cBeroBoi uHKyOarmu). [Ipu 3THX ke ycinoBusx B rolB-tpancrenHbix

KJIIETKaX MPOUCXOAWIO JHIIb HE3HAUYUTENIbHOE TmoBbllIeHHEe ypoBHA A®K mno



181
cpaBHeHHIO ¢ KOHTpoJieM (PucyHok 35). [Ipu 3TOM B KOHTPOJIBHO#H KYJIBType B OTBET Ha
BO3JICHCTBHE MapakBaTa 00a 30HAA JEMOHCTPHPOBAIN CXOXKHHA MATTEpH OOpa30BaHUs
A®K - dnayopecuenmus mpeoOiamana Ha mnepudepuu KIETOK, BOKPYT SACPHOMN
o6osouku u B 1urTo3oie (Pucynok 35). B kynsrype RBH duryopecniennust R123 u B

HOPMAJIBHBIX YCJIOBHUAX, U B OIIBITC JIOKAJIM30BaAJIaCh TOJIBKO B TUTO30JIC.

RBH - DCF
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Pucynox 35 — BnusiHue mapakBaTa Ha BHYTpUKJIeTOdHOe cojnepkanne ADK B
koHTpoabHOH (R) u rolB-tpancrennsix (RBL u RBH) kyabrypax R. cordifolia. Knerku
KyJbTUBHPOBAJIA B TEMHOTE B T€UEHHE 4 CYTOK, IOCJIE Yero oopadaThiBajii MapakBaTOM
(10 MkM) B TeueHue 1 4 mpu HENmpepbIBHOM BO3JEUCTBHM cBeTa. YpoBeHb ADK
olieHMBaM 110 UHTEHCUBHOCTH (hiyopecueHumn DCF wim R123 B oTaenbHBIX KIIETKaX.
JlanHble TpencTaBlieHbl Kak cpeAaHee =+ craHjpapTHas omwuOka. * CraTuctuyecku
3HAYMMBbIe pa3nnyus cpeauux 3Hadenuit (P < 0,05), t-rect CthroaeHTA.
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B cuenyromeit cepum SKCHepUMEHTOB B KaudecTBe uHHAYKTOopa ADK Obla
HCIIOJB30BaH MEHAJMOH, a B KadecTBe ¢uryopeciieHTHoro 3oHna — HyDCF-DA. Jlns
OLIEHKH Ku3HecTocoOHOCTh KieTok R. cordifolia k atomy coenuuenuro, KynsTypsl R n
RBH kynbTHBUpOBaiM B T€UeHUE CYTOK B mpucyTcTBun 0—500 MKM MeHannoHa, rnocie
Yero OKpaliuBajid HOIUIOM TPOMUIUS, KOTOPBIH CIIOCOOEH MPOHHWKATH TOJBKO B
KIETKH C TIOBPEKICHHBIMH MeMOpaHaMH. YCTaHOBJIIGHO, uro 3HadeHus ICsp
(KOHIIEHTpAaIMsI MEHAIMOHA, KOTOPasi CHIKAET KU3HECTIOCOOHOCTh KJIeTOK Ha 50%) mis
kynbTyp R 1 RBH cocraBuimu 100 MxkM u 250 MxM, coorBerctBenHo (Bulgakov et al.,
2012). Ctout oTMETHTD, 4TO IOIB-TpaHCcreHHBIE KIECTKU OBUIH JKU3HECTIOCOOHBI JIaXe B
npucytctBu 500 MkM MeHaguMoHa, TOT/Aa KaK KIETKH KOHTPOJBHOW KYJIBTYPhI
noyiHOCTRI0 ToruOamu (Pucynok 36). OmHako ecim TapakBaT BBHI3BIBAT OBICTPOE
MOBBIIICHUE KOHILIEHTPAIMU KHUCIOPOJHBIX paJuKalloB Yyke dYepe3 1 dac mocie
00pabOTKHU, TpPH BO3JACHCTBHM MEHAJAMOHA TMPOMCXOIMIO TOCTENEHHOE TMOBBIIICHNE
ypoBHsI A®K B TeueHue Oosee IUTENBHOTO IMEpuoAd. B KOHTPONBHOM KyJNbType
MeHaguoH B no3e 100 MM  BbI3BaT MOYTH  JIBYXKpAaTHOE  IOBBIIICHHUE
BHYyTpuKIeTOUHbIX ADK npumepno yepe3 20 gyacoB ¢ Hadana Bo3aeucTeus. [Ipu atom
rolB-TpaHcreHHbIC KIETKA OKa3adiCh MPAKTHUYCCKH HEUyBCTBUTEIBHBI K MCHAIMOHY Ha
nporsokeHnn dkcriepuMenTta (Tabmuma 10). M3BecTHO, YTO MEHAIWOH WHIYIUPYET
oOpa3oBaHHe CymepokcuAHOro pamukana u H,O, Ha miazmatudeckoid memOpaHe 3a
CYET OJIHOAJIEKTPOHHOTO BoccTaHoBieHUs Oy B peaknuu, karanuzupyemoit HAJI®OH-
3aBHCHMON XHWHOH-peaykra3on (Schopferet al., 2008). IlapakBar neHcTByeT Kak
TEPMUHAIBHBIA OKUCIUTETh (POTOCUCTEMBI [; Ha CBETY OH BOCCTAHABIIMBAET KUCIOPO

710 CYTIEPOKCHIHOTO pajrKaiia, KOTOPBIN BrocaeacTBuu npeppariaercs B H,O, (Mehler,

1951).



Pucynoxk 36 — XKuznecrmocooHoCTh KOHTPOIBHBIX (R) 1 rolB-tpancrennsix (RBH)
kierok R. cordifolia B mpucyrcTeun menaanona (M/1). Mukpodororpaduu HHTAKTHBIX
kieTok (A u B), a Takxe kietok, oOpabotanHbix MeHaauoHoM (500 MmxM; b u I') B
TeueHue 24 yacos. JKuBble KieTKu (3eneHble) Busyanusuposaiu ¢ nomoipo DCF, a
MepTBbI€ (KpPACHBIE) C UCIIOJIB30BAaHUEM MOMIA TPOTTUAMSI.

KontponbHbie U rolB-TpaHcreHHBIC KIETKHM MMOJBEprajii CBETOBOMY CTpecCy,
WHIYLIMPOBAHHOTO BO3/EMCTBUEM aproHOBOTro jasepa (488 M) B Teuenue 16 munyt. B
KOHTPOJIBHOM KynbType ypoBeHb A®DK B 3Tux ycnoBusax ysenuuwics B 1,7 pasza
(Tabmuma 10). B kynbrype ¢ HU3KO# 3kcnpeccueii rolB noseienue yposus ADK 6b110
MeHee 3HauuTeNbHbIM (B 1,45 paza), Torna Kak B KyJbTYpe C BBICOKOW JKCHpeccuei
rolB usmenenus ypoas ADK mox neiictBueM cBeta He npoucxoauio (Bulgakov et al.,
2012). Taxum oOpasom, rolB mpenorBpammaer obpasoBanne ADPK B TpaHCTCHHBIX

KIICTKaX, KaK B HOPMAJbHLIX YCIOBHAX, TadK MW IIpHU BOSHGﬁCTBHH Pa3IMIHBIX

CTPECCOBBIX (PAKTOPOB.
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Ta6imna 10 — Buyrpukierounoe coaepxkanne ADPK B koHTpoasHbix (R) m rolB-
tpancrenusix (RBL u RBH) kynbrypax R. cordifolia mpu Bo3nmelicTBum meHaanoHa u
CBETOBOT'O CTpecca

OO6paboTka Yposens hayopectenimu DCF
R RBL RBH
MenaauoH, MKkM ?
0 82,0+4,3 70,9 +3,9 48,0+2.4
100 123,5+ 5,0* 74,0 + 4,6 534+4,1

NHTeHCuBHBIN CBET (BpeMsi
BO3JIEHCTBHS, ceK) °

2 77,0+4,0 59,8+5,3 62,5+3,2
600 113,9 +5,3* 83,5+ 3,8* 63,854
1000 130,7 £ 6,4* 87,4 £5,2* 64,9 £ 6,1

*MeHaauoH 100aBIsUIM B 4-X JTHEBHbIE CYCIEH3MOHHBIE KYJIbTYpbl. IHTEHCHBHOCTH
¢ayopecuennun DCF anamusuposanu 1o mpourectsud 20 nHeil nHkyGamuu. °Kierku
MOJIBEprajiy BO3JCUCTBUIO aproHOBOro Jaszepa (mnmHa BoiHbl 488 HM, 5,9% oT
MaKCHMAaJIbHOM MHTEHCUBHOCTH) JlaHHBIE MpEACTaBICHbI KaK CpeHee + CTaHJapTHas
omuOKa. * CTaTUCTUYECKH 3HAYMMBIE pa3inuus cpenuux 3HaueHuid (P < 0,05), t-tect
CrtpIOgeHTA.

JInst u3ydeHus BAUSHUS IJIMTEIBHOTO OKUCIUTEIBHOTO CTpecca Ha yCTOMYMBOCTD
TPAHCTEHHBIX KIIETOK, cycneH3uoHHble KylabTypbl R, RCH u RBH unkyOupoBamu B
npucytctBur 100 MKM mapakBaTa Kak B YCIOBHSIX OCBEIIEHHOCTH, TAK U B TEMHOTE
(Bulgakov et al., 2012). [To oxoHYaHHUHU KCIIEPUMEHTA OICHHBAIN >KH3HECIIOCOOHBIX
KJIETOK C TIOMOIIBIO OKpacku HomauaoM mnponuaus. [lpm wuHKyOanmu Ha CBeTy,
BO3JICHCTBHE TMapaKkBaTa MPUBOJIWIO K 3aMETHBIM BHEIIHUM W3MEHEHUSIM: B KYJIbTypax
R u RCH Habmoganace maccoBas ru0enb KJIETOK, Torga Kak KyJaeTypa RBH
octaBanach xkuzHecnmocooHou (Pucynokx 37). VYcraHnoBieHo, 4Tto B KyiubType R

KOJIMYECTBO MEPTBBIX KJIETOK B TEMHOTE M Ha cBeTy coctaBimsuio 11% um 85%,

cooTBeTcTBeHHO (PrcyHok 37).
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Pucynok 37 — XXusnecnoco6HocTh KOHTPOJIBHBIX (R), rolC- u rolB-TpancrenHbix
(RCH u RBH, cOOTBETCTBEHHO) KJETOK CYCIEH3HMOHHBIX KyiabTyp R. cordifolia B
NPUCYTCTBUM TapakBaTa. A — BHEIIHWW BUJ KJIETOYHBIX KyinbTyp; B — olleHka
LIUTOTOKCUYHOCTA MapakBarta. KieTrku kynpTuBuUpoBaiu B mnpucyrctBuu 100 MxM
nmapakBaTa B TE€YEHHE 8 CYTOK B TEMHOTE WJIM Ha CBETY, OKpAalIMBAIA HOIUAOM
OPONUANS ¥ aHATM3UPOBAIM C TIOMOIIBIO Ja3epHON KOH(OKaIbHOW MHKPOCKOIIHH.
JlaHHbIe TpenCTaBlIEHbl Kak cpeqHee + cTaHaapTHas owmuOka. PasHbie OyKBbI Haj
CTOJIOIIAaMU YKa3bIBAIOT HA CTATUCTUYECKU 3HAYMMBIE PA3INUUs CPEIHUX 3HAUEHUH (P <

0,05), H3P-Tect ®dumepa.

B kynerype RBH npu Bo3zmelicTBHM MMapakBaTOM B TEMHOTE MEPTBBIE KJIETKU HE
ObUTH OOHAPY’)KEHBI, @ MPU OCBEIICHUU WX KOJUYECTBO COCTaBJISLUIO OKoJio 16%, 4uto
TOBOPUT O 3HAUUTEIHbHOM CcHUX’eHun ADK-uHAyHHpOBaHHON KIETOUYHOM rubenu B
TpaHcreHHO# KynbType. ['en rolC He npenoTBpariain rudenip KISTOK — UX KOJMYECTBO B
TEMHOTE M Ha CBETy cocCTaBsio 5% u 92%, coOTBETCTBEHHO. JlOMOMHUTENBHO ObLI
u3zyueH 3¢¢dexr sk3oreHHoro BozaeiicTBus H,O, Ha pocT CyCHEH3HMOHHBIX KYJBTYD
R. cordifolia. ITpu konueHTpaiuu 2 MM HEpPEeKUCh BOJOPOJA HHIHOMpOBaia POCT

KOHTPOJBbHBIX U FOIC-TpaHCreHHBIX KyJbTYp, TOrJa Kak pocT FolB-TpancrenHbIX
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KyJbTYyp He usMmeHuics. bonee toro, kyiabTypa RBH Obu1a Ku3HECTIOCOOHON Aake Mpu
Bosaericteund 10 MM H,0,.

bamaHc mMexny BOCCTaHOBIJIEHHBIM M OKuciaeHHbIM rirytatuoHoM (GSH u GSSG,
COOTBETCTBEHHO) SIBJISIETCA LIEHTPAIbHBIM (PAKTOPOM B MOAJEPKAHUU OKUCIUTEILHO-
BOCCTAaHOBUTENBHOTO cocTosiHug kieTok (Foyer, Noctor, 2005). Coobiianock, 4To npu
BO3JICHCTBUM HETAaTHBHBIX BHEMIHUX (hakTopoB, KoHIeHTparus GSH cHmkaercs, B TO
BpeMs Kak mnoBbllieHue ypoBHs GSH koppenupyer co crocoOHOCTBIO pacTeHUM
IIPOTUBOCTOATH OKHCIUTEIbHOMY cTpeccy (Melchiorre et al., 2009a).

[IpoBeneHHbBI METOAOM Macc-cekTpoMeTpun aHanus cogepxkanusa GSH nu GSSG
B KaUTyCcHBIX KyibTypax R.cordifolia u A.thalaiana BbeisiBUNT HHTEpeCHYIO
3akoHOMepHOCTh. C yBenmuueHueMm Hskcnpeccun rolB yposerr GSH B Kkynbrypax
yBenuuuBaics, a cojaepxxanre GSSG cHmwxkanocs (Tabnuua 11). Ctout 3aMeTuTh, YTO
XoTs KpoMe KynasTyphl ABH nanHbIe W3MEHEHWS HE SBISJINCh CTAaTUCTHYCCKU
JIOCTOBEPHBIMH, OOINas TEHACHIMS COXPAHSJIach HA TPOTSHKCHUH JUTHTEILHOTO
nepuo/ia HaOJII0ICHHM.

B COOTBETCTBMHM C TMOJYYCHHBIMH JaHHBIMH, [OIB-TpaHCreHHBIE KYIbTYPBI
XapaKTEepPU30BaINCh TMOBBIMIEHHBIM cooTHomenneM GSH/GSSG mo cpaBHeHuio ¢
KOHTPOJIEM, YTO OCOOCHHO SIBHO TpociiekuBajoch B muHusax A. thaliana (Tabauma 11).
Takum  oOpazom, ©Oeinoxk  RolB  BbI3bIBaeT  HM3MEHEHHE  OKHUCIUTEIBHO-
BOCCTAaHOBUTEIHHOTO OallaHca TIyTaTHOHA, 00eCleunBasi MOBBIIIEHHYIO CIIOCOOHOCTH

TpaHC(POPMHUPOBAHHBIX KJIETOK K AeTokcukanun ADK.
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Ta6imma 11 — Copepxkanne GSH u GSSG um ux coornomenue (GSH/GSSG) B
KaJuTycHBIX KynbTypax R. cordifolia u A. thaliana

Pactutensubie o0pasubl U GSHl HM/T GSS(“i, HM/T GSH/GSSG
KaJUTyCHBIE KYJIBTYPBI CBE)KEH MacChl | CBEXEH MacChl
KonrponbHas kasmycHas 118 £ 91 53403 22403
kynbTypa R. cordifolia R
rolB-tpaHcreHHas KajutycHas

ip 1- + + +
kynbTypa R. cordifolia RBL 114210 3=1,0 2,2%0,3
rolB-tpaHcrenHas KajurycHas
kyasTypa R. cordifolia RBH 128+12 12,0 2,5£0,3
KonTtponpHas KaJlTy CHast 78445 15+ 3,0 504 1.1
kynbTypa A. thaliana At
rolB-tpaHcreHHas KajutycHas

; + + +
kynbTypa A. thaliana ABL 80+ 12 1350 6,2+ 1,6
rolB-tpaHcreHHas KajutycHas

; +10* + + *
kynbrypa A. thaliana ABH 9710 I1+3,0 8,8+2,1

JlanHble MpeacTaBlEeHbl KaK cpeHee + cTaHgapTHas ommuOka. * CratucTUYecKu
3HaYMMBbIC pa3nuus cpeanux 3HadeHui (P < 0,05), t-tect CThroACHTA.

JUIS  OLEHKHM  yCTOMYMBOCTH  FOIB-TpaHCTEHHBIX KIETOK K  BO3JICHCTBHUIO
abMOTHYECKUX CTpeccoB, KamnycHble JuHud R u RBH kynsTuBUpoBamu npu
HopmanbHOM (24°C), moBeimenHor (28°C) u monmxkennou (12°C) temmeparype, a
takke B npucyrctBun NaCl (60 MM). Bo3aeiicTBre BbICOKON M HU3KOW TEMIIEpaTypbl
3HAYUTEIBHO MHIMOUPOBAIO POCT KOHTPOJIBHOHM KieTo4YHbIX JuHUN R (PucyHok 38).
[Ipn noBeimenun temmeparypsl Ha 4°C Mo CpaBHEHUIO C HOPMAaJbHBIMHU YCIIOBHSMU,
POCT KAJUTYyCHBIX JIMHUH, 3Kcrpeccupyrommx FolB, craructuueckun 3Hauumo He
u3meHusica. KynbTuBHpOBaHME KaulycoB B ycioBusix xonoja (12°C) BbeIssBUIO
MOBBIIICHHYI0 ~ YCTOMYMBOCTH  FOIB-TpaHCreHHBIX JIMHWM 1O CPaBHCHHIO C
KOHTpOJIbHBIMU KynbTypamu (Pucynok 38). ConeBoil cTpecc OKas3al HeraTUBHOE
BIMSHAE Ha pOCT BceX KiIeTouHbix KyiabTyp R.cordifolia. Tlpu stom kieTkw,
sKcHpeccupyromue rolB, mposBiIsUIM  BRIPAKEHHYIO COJICYCTOHYMBOCTD, TaK Kak
HakoruieHne Ouomacchl KynbTypel RBH B mpucyrctBun 60 MM NaCl cHusuinoch

ToJIbKO Ha 35% (Pucynok 38).
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Pucynok 38 — BrusiHue TeMnepaTypHOro U COJIEBOTO CTPECCa Ha POCT KaJUTyCHBIX
kyibTyp R. cordifolia. R — konTponbHas kinerounas gunus R. cordifolia; RBH — rolB-
TpaHCreHHas KjerouHas JjuHusA R. cordifolia ¢ BBICOKMM ypOBHEM SKCIPECCUH
TpaHcrena. Kamtycel KynpTuBUpoBaiu mpu moBbieHHon (28°C u 37°C), NOHUKEHHON
(12°C) temnepatrype u B mnpucyrctBun 60 MM NaCl B TeyeHue ogHOro Mecsia.
HopmanwsHas temnepatypa kKyJabtuBupoBaHus coctabisuia 24°C (Kontposns). [lanHbie
IIPE/ICTABIICHbl KaK cpeaHee + cTaHaapTHas omuOka. PazHbie OykBBI HajJ CTOJOLAMU
yKa3bIBAIOT Ha CTAaTHCTUYECKH 3HAYMMbIC pa3iuuus cpeanux 3Hadenuid (p < 0,05),
H3P-tect @umepa.

3.2.4. llponykuusa A®K u cTpeccoycToOHYUBOCTDb KJIETOK,
TpancopmupoBanubix PRiIA4

Pe3ynbTaThl MPOBEIEHHOTO UCCIEAOBAHMS yKasblBaIM Ha TO, 4yTo roOlC- u rolB-
WHIYIIMPOBAaHHAsA MOJU(DHUKAIMA OKHUCIUTEIbHO-BOCCTAHOBUTEIHHOTO Oajlanca B
TPAHCTEHHBIX KYJbTypaxX JOJKHA MPUBOJUTH K CXOXXKeMy 3(PdexkTy u B KIeTKax,
TpaHc(hOPMHUPOBAHHBIX JUKUM ThoM R. rhizogenes. B cocrtaBe pRiA4 naHHBIC
OHKOT'€HBI HaXOAATCSA B KOHTEKCTE JPYyTuX (YHKIIMOHATBHBIX T€HOB, KAK OTHOCSIITUXCS
K cemeiictBy plast, Tak u Her. K Tomy e, HaOmogaeMoe cHiKeHue ypoBHs ADK
HaXOJIWJIOCh B MPSIMOM 3aBUCHMOCTH OT CHJIBI 3KCIIPECCMM TPAHCI€HOB, KOTOPYIO B
KyJbTypax oOecrnieurBan CWIbHBIM BHUpycHBIA mpoMoTop 35S CaMV. B HaTuBHOUI
mwiazmugie pRiA4 TpaHCKPHUMIIMOHHBIA KOHTPOJIb OCYIIECTBIISIETCS COOCTBEHHBIMHU

IIpOMOTOpaMHu, pa60Ta KOTOPBIX MOKCET OTINYATBCA OT BHPYCHBIX PEryJIITOPHBIX

AJIeMEeHTOB. TakuMm 00pa3oM, MPEeJICTOSI0 ONPENETUTh, SIBJSETCS JIM TaHHbIA (EeHOMEH
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ononornyeckuM 3P (HeKToM, MPUCYIIMM CaMUM arpoOaKkTepusM WIH JAaHHOE CBOMCTBO
MPOSIBIISIETCS] TOJIBKO B T€TEPOJIOTMYHON CUCTEME 3a CUET CBEPXIKCIPECCUU OTIEITBHBIX
OHKOTe€HOB. UTOOBI MpPOBEPUTH JAHHOE NPEAINOJOKEHHE, Obula MpPOaHAJIU3UPOBAHA
npoaykiuss A®DK B  koHTpoiapHOH U pRiA4-TpaHcOpMHPOBAHHON  KYJIbTYpe
R. cordifolila. [Inst cpaBHeHHMS B 3THUX JKCIIEPHMEHTaX B aHaIW3 ObUIM BKIFOYCHBI U
JUCThsI MHTAKTHOTO pacTeHus. KoHdokambHble H300pa)K€HUS OTIEIBHBIX KIETOK U
ypoBeHb BHYTpukieTouHbIX A®MK B Hux mnpencraBieH Ha Pucynke 39. bbiio
YCTaHOBJIEHO, yTo conepxkanue APK B kamrycHoil kyapType R B 1,3 paza Huxe, uem B
nucThax uHTakTHOro pactenus R. cordifolila (Shkryl et al., 2010). Yposens ADK B
PRiIA4-tpanchopMupoBaHHOK  KynbType coctaBisui  79% ot  ypoBHs ADK,
HaO0I0JTaeMOTO B KJIETKaX KOHTPOJIbHOU KynbTyphl (Pucynok 39). Ciaenyer oTMETHUTH,
4T0 B KyJbType RA4 sKkcmpeccusi TpaHCTCHOB OTIIMYaeTcss W B ciydae reHa rolC
JIOCTUIaeT TPAHCKPHUIIIMOHHOM aKTUBHOCTU KydbTyphl RCM (yMepeHHbIN YypOBEHb
IKCTIPECCHH), a B cllyyae reHa rolB 3aHMMaeT mpoMEXyTOYHOE IOJIOKEHUE MEXKIY
kyapTypaMmu RBL u RBM (HU3kMiI ¥ yMepeHHBIH ypOBEHb JKCIIPECCHUH,
cooTBeTcTBeHHO) (Shkryl et al., 2008). M3 storo ciaemyer, uto B coctaBe T-JITHK pRiA4

reHsl ol Takke BBI3BIBAIOT CHIDKEHUE poaykiunn ADK.
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KoHTpoabHag KylIsTypa pRiA4-TpaHCTeHHas KyIbTypa
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Pucynok 39 — Conepxanue BHyTpukieTodHbix ADK B nmcre, KoHTpoabHbIX (R) 1
pRiA4-tpanchopmupoBannbix (RA4) kamrycHeix kynerypax R. cordifolia. Yposens
A®K oueHuBanv 1no MHTEHCUBHOCTH (uryopecueHmi DCF B OTHenbHBIX KIIETKaXx.
JlaHHbIe TpenCTaBIIEHbl Kak cpeqHee + cTaHaapTHas owmuOka. Pa3zHbie OyKBbI Haj
CTOJIOLIaMHU yKa3bIBAIOT HA CTATUCTUYECKH 3HAUMMBbIE PA3JINYMsl CPEIHUX 3HaueHHH (P <
0,05), H3P-Tect ®dumepa.

YTto0Ob! ucCienoBaTh YyBCTBUTENbHOCTh TPAHCTEHHBIX KJIETOK K OKHCIUTEIBHOMY
noBpexaeHno, kamwrycel R m RA4 noaseprasm BO3JEUCTBHIO COJEBOTO U
temneparyproro crpecca (Shkryl et al., 2010). Hakorienre 6nomacchl KJISTOK B JIMHUU
RA4 npu NmOHWKEHHOW W TOBBIINIEHHON TeMIepaType COCTaBIISLIO, COOTBETCTBEHHO,
52% wn 94% oT HOpMaNbHBIX YCIOBHM KyJbTHUBUPOBAHUSA, YTO 3HAYUTEIBHO
npeBocxoauT nokazarenu JuHUM R (Pucynok 40A). B ycnoBusix cosneBoro ctpecca [Csg

NaCl, cocrabnsa 15 MM u 42 MM st kasmycHbix Jinauid R 1 RA4, cooTBETCTBEHHO

(Pucynox 40B).
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Koppensitponnslii  anHanu3 [IMpcoHa BBISBHII BBICOKYIO 3aBHCHMOCTb MEXKIY
YCTOMYMBOCTBIO KYJIbTYpbl RA4 K BBICOKO#, HU3KOH TEMIICpaType U COJIEBOMY CTPECCY
u coaepxanueM BHyTpukieTounbrx ADK (r = - 0,960, p = 0,040; r = - 0,935, p = 0,065

ur=-0,921, p=0,079, COOTBETCTBEHHO).
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Pucynok 40 — Bimsaue temneparypuoro (A) u coneBoro (B) crpecca Ha poct
kayuycHbIX KynsTyp R. cordifolia. R — xonTposibHas kierounas auaus R. cordifolia;
RA4 — pRiA4-tpanchopmupoBanHas kietodnas JauHus R. cordifolia. Kammyce
KyJIbTUBHpOBaIK Tpu ToBbimieHHON (28°C), monmxkenHoi (14°C) Temmneparype u B
npuUCyTCTBUM pa3nuuHbiXx KoHIeHTpanuii NaCl (0, 20, 60 u 200 MM) B TeueHue 0qHOTO
Mecsina. Hopmanenas Temneparypa KyJabTUBUpOBaHMsS coctaBisiia 24°C. JlanHble 110
COJIEBOMY CTPECCY BBIPQKEHBI B MPOICHTAX WHTMOWPOBAHUS POCTA MO OTHOIIECHHUIO K
3HAYEHUsIM TpUpocTa OuWomMacchl KIETOK B HOPMaJIbHBIX ycloBHsX. JlaHHBIE
NPE/ICTABIICHbl KaK cpeqHee + cTaHaapTHas omuOka. PazHpie OykBbI HajJ CTOJOIAMU
YKa3bIBAIOT HAa CTATUCTHYCCKU 3HAYMMBbIC pa3inuus cpeanux 3Hadenuit (p < 0,05),
H3P-tect ®umepa.

3.2.5. O6cy:kaeHHe Pe3yabTATOB MO BJIMSHUIO reHoB ol Ha mpoaykuuio ADK
U CTPECCOYCTOMYMBOCTH KJIETOK

[Tockonbky skcrpeccus rolC npuBOAUT K aKTHBAIMK OMOCHHTE3a (UTOATICKCHHOB

(Bulgakov, 2008) u skcmpeccun 0enkoB, cBs3aHHbIX ¢ marorene3om (Kiselev et al.,
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2006), MoxxHO ObUTIO OXHAaTh W TOBbINIEHUE ypoBHSI ADK mon nedicTBueM JaHHOTO
OHKOT€Ha. Pe3ynbTaThl paHHUX UCCIEIOBAaHUA B 3TOM HAIpPaBJICHUU HOCUIIU
NPOTUBOpPEUMBBIA  xapakTep. Hampumep, ¢apmakoJoruyeckue  HCCIeTOBaHUS
yKa3bIBaJIM HAa OTCYTCTBHE KOPpEISAIMU Mexay cucremon renepamun ADPK u rol-
OMOCPEIOBAaHHOM aKTHBAIlMEl OWOCHHTE3a aHTPAXMHOHOB B KYJbType KJIETOK
R. cordifolia (Bulgakov et al., 2002). Ognako mo3xe MOIYJIAIUS BHYTPHKICTOYHON
konneHrpaiuu A®K Obuta BeisiBieHa B kKiaeTkax R. cordifolia, skcnpeccupyromux rex
rolC (Bulgakov et al., 2008).

Hacrosimee wuccienoBaHue, NPOBEICHHOE Ha JBYX MOJEIbHBIX OOBEKTaX —
A. thaliana u R. cordifolia, BeIsiBHIIO 3HAUMTENIbHBIM HHTHOUPYOIIUH 3G dekT reHa rolC
Ha ypoBeHb ADK B TpaHC(HOPMUPOBAHHBIX KIIETKaX. JTa OCOOCHHOCThH MpHUBENA K
3HAYUTEILHOMY TOBBIIICHUIO YCTOWYUBOCTH KJIETOK K COJIEBOMY M TEMIEPATypPHOMY
ctpeccy. Beictymas B pomm cymnpeccopa A®DK, ren rolC, BeposTHO, MOXeT
IPEIOTBpAaTh OKHCIUTEIBHOE MOBPEKACHUE KIETOYHBIX CTPYKTYp M OMOMOIIEKY,
CBs3aHHOE C peakiuel Ha abuoTtmueckuit crpecc (Xiong et al., 2002). Xots peakium,
uaayupyemeie 10lC B TpaHcHOpMHpPOBAHHBIX KIIETKAX, TAaKHE KaK yBCIMYCHHE
MPOAYKIIMK (UTOATICKCHHOB M yCHJIEHHE JIKcnpeccnu PR-0elkoB, HamoMHHAIOT
3 QPEKTH, BBI3BIBACMBIC TPUOKOBBIMU JJIMCUTOpPAMH, OYeBHAHO, 4to TreH [olC
aKTUBUPYET 3alIUTHHIC PEAKIMU HWCIOJNB3ysl Apyroil mexanusMm. OCHOBHOE OTIMYHE
COCTOUT B TOM, 4uTO 3Kcmpeccust rolC, B oTinyve OT JIUCHTOPOB, HE MPHUBOIUT K
noBbIIEHNIO YpoBHSI A®K, a HampoTHMB aKTUBHO MOJABIIIET UX TEHEPALMIO IPU
crpecce (Bulgakov et al., 2009). KomOuHanus 3amiTHbIX 3PQHEKTOB B COUYCTAHHH C
abdexrom momasnenuss ADK mnpencraBiasier coOoOl yHMKAIbHBIM CiIy4dall JEeWCTBUS
OJTHOTO U TOTO K€ TPAHCTEHA.

dapmakoJoruuecKue IKCIEPUMEHTHI MoKasanu, 4to reH rolC geiictByer Ha
OnocuHTe3 (PUTOATIEKCHHOB HE3aBUCUMO OT CTpeccoBbIX (uToropmoHoB (Bulgakov et
al., 2002). CurnayiibHasi ceTh, KOTOpas (QYHKIMOHHUPYET HE3aBHCHMO OT JTHJICHA,
CAIMIIMJIOBON KHCIIOTBI M METHJDKAaCMOHOBOM KHCIIOTBHI, Oblla paHee OmNucaHa Yy
pacTeHwmii A. thaliana, UHQPUITUPOBAHHBIX aBUPYJICHTHBIMH ITaMMaMU

Pseudomonas syringae (Grant et al., 2002). OxHako B 3TOM ciydae 3allldTa pacTeHUMH
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OCHOBBIBaJaCh Ha ycToiunBoi npoaykuuu APK u nocimenyromend akTUBAlMM Kackaja
MAP-kuna3. [lpyroii mnpumep, B KoTtopoMm Quroropmonsl u curHaisl ADOK He
Y4aCTBOBAJIM B 3aIUTHBIX PEAKLMIX, ObLI MPEACTaBIEH HA MOJIENIN PACTEHUI ToMaTa, y
KOTOPBIX (Yy3UKOKIMH, akTHBaTop H'-AT®a3bl, MHIyHHPOBaT HEKOTOPHIC (DAKTOPHI
ycToiunBocTy K maroreHam (Singh and Roberts, 2004). KonudecTBo Takux mpuMepoB
BECbMa OTPAaHMYEHO, M OHHU SBJSIOTCS MCKJIIOYEHHEM U3 OOIIero mpaBuia,
npeanonaraponiero ydyacrue A®K v ropMOHOB B 3alIUTHBIX PEAKLMSIX PACTEHUN
(Hammond-Kosack and Jones, 1996). IlpuamMas BO BHHMaHUE €CTECTBCHHYIO
HUCTOPHUIO B3aUMOJCHCTBHI arpoOakTepuil ¢ pacTeHUsMH, B KoTopou reHsl T-JIHK
y4acTBOBAIM B MH(PEKIIMOHHBIX TIPOIECCaX W Wrpajld pPOJb Ha PaHHUX dTarax
spomonnu (Aoki and Syono 1999; Intrieri and Buiatti, 2001), MOXHO TpPEIIOIOKHUTE,
yro rolC Biuser Ha OoJjiee APEBHUE PETYJIATOPHBIC MEXAHWU3MbI PACTECHHM ‘‘BBIIIC IO
TEUEHHUIO W HE 3aTparuBacT NMyTH nepenayu curHaioB APK m 3amuTHBIX TOPMOHOB.
WuTepecHo, 4TO, HECMOTpPS Ha 3HAYMTENbHOE MonasieHue npoaykiun ADK, ren rolC
HE YXYAIMIaeT pocT TpaHCHOPMHUPOBAHHBIX KJIETOK B  OOBIYHBIX  YCIOBHUSX
KyJIbTUBUPOBaHMs. Y HEKOTOPBIX BHUJIOB pacTeHwid dkcmpeccus rolC mpuBoauT K
3HAYUTEILHOMY YBEIMYCHHUIO POCTa KIETOK. DTOT 3pdekT Habmo1a1cs KaK A KIETOK
R. cordifolia, Tak u B kynbrypax Eritrichium sericeum, Lithospermum erythrorhizon u
P. ginseng (Bulgakov et al., 2005; Gorpenchenko et al., 2006).

bernok ROIB BbI3bIBacT HambOosiee 3HAYMUTEIBHYHO AaKTHUBAIlMIO BTOPHUYHOIO
MeTabonm3Ma cpeau Ipyrux reHoB rol. TIpu BICOKOM YpOBHE DKCHPECCHH TPAHCTEHA
3TOT 3(PPeKT coyeTraercs C HEKPOTHUUYECKUMHU MPOSIBICHUSIMH U TOJABICHHUEM pOCTa
KyasTyphI (Shkryl et al., 2008). [TockonbKy 3TH NPU3HAKK OOBIYHO CBSI3aHBI C BHLICOKUM
ypoBHeM ADK, MOxHO OBLIO 0XHIaTh, 4TO I0IB crmocoOGeH MHAYIUPOBATh TPOTYKIIHEO
A®K B TpancpopMUpOBaHHBIX KIETKaX. Pe3ynbTaThl MpOBEIEHHOTO HMCCIIEIOBaHUS,
OJTHAKO, HE MOATBEPIWIN JAaHHYI0 runore3y. ['en rolB momasnsin comepxkanne ADK B
pacTUTENbHBIX KJIETKAaX M MPEAOTBpallal WU Ociaadiisl uX oOpa3oBaHHE B OTBET Ha
BHelHue GakTopsl. Kak ciemyer U3 monydeHHbIX pe3ysIbTaToB, M0 3TOM npuunHe rolB-
TPAHCTEHHbIE KJIETKU MPOSBISAIOT MOBBIIIEHHYIO YCTOMYMBOCTBIO K BO3ACHCTBUIO COJIH,

I[mapakKBaTa, MCHaJIMOHA, CBCTOBOI'O CTPCCCA U IICPCKHUCHU BOJOPOIA.
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[TomydeHHBII pe3ybTaT YKa3bIBaeT HA HEKOTOPYIO aHAJIOTHIO MEXIy A deKTamu,
onocpenoBanHbiMu OenikoM ROIB R. rhizogenes u s¢pdexropapim Oenxkom HopAOl
P.syringae. beuto mokazano, uyrto HOpAOIl, xak wu RolB, ob6namaer
tupo3uH(ochaTazHON aKTUBHOCTHIO M TMOAABIISIET MMMYHHUTET KIETOK-XO35€B 3a CUET
nonasienus: npoaykuun ADK y madunmpoBanusix pacrenwii (Espinosa et al., 2003;
Bretz et al., 2003). I'ereponornunas sxcnpeccuss HOPAOL B pacrenmsix A. thaliana
WHTHUOUpPYET 3alllMTHBIC pEakKIUW, CBSA3aHHBIE C IaTOTEeH-aCCOLMMPOBAHHBIMU
moJtekyisipaeiMu - lartepHamu  (Underwood et al., 2007). B wactaoctn, HOpAOl
MOAABIISTT AKCIPECCUI0 TpaHCKpHUIIIMOHHOTO dakTtopa MYB122, yuactByromiero B
pEeryJsiliMi BTOPUYHOTO METaboJM3Ma, a Takke OEJIKOB, CBSI3aHHBIX C IATOT€HE30M
(PR-1, PR-2 u PR-5). Hecmorps Ha (yHKIHOHAIGHYI AaHAJOTHIO MEXIY
tuposuHpocdarazamu RolB u HopAOl, stu Genku HUMEIOT JHIIb OrPaHUYECHHOE
CXOJICTBO IO  aMHMHOKHCIOTHOM  mocienoBatebHOCTH  (24% HACHTUYHOCTH).
Jlokanuzauusa 3THX OEIKOB B PACTUTENbHBIX KIeTKax Takxke pasznuuHa. HopAOl
JIOKaJIM3yeTcsl B pacTBOpuMOit (pakiuu kinetounbix 0enkoB (Underwood et al., 2007),
tornqa kak Oeinok ROIB mokeT pacmonaratbes Kak B IDIa3MaTHYECKOW MeMOpaHe
(Filippini et al., 1996), Tak u B siape (Moriuchi et al., 2004). Kpome Toro, 6akrepun
pona Pseudomonas u Rhizobium wucnonp3yroT pasHbii cioco® J0CTaBKH (PaKTOpPOB
IaTOreHHOCTH — cuctemsbl cekpenuu I u IV tuna, coorBercTtBeHHO. HecMoTpst Ha 31TH
pasznuyusi, OOIasi cTpaTerusi, HalpaBicHHAs Ha TMOJABJICHUE 3alIUTHBIX PEaKIUi
pacTeHui, y JaHHBIX (PUTONATOTCHOB MPEACTABISETCS BEChbMa CXOXKEH.

W3BectHO, uyTo rOIB cnocoOctByer ¢opmupoBanuto de NOVO MepucteM B
KyJIbTUBUpYeMbIX TKaHsx (Altamura et al., 1994) u pacrenusx (Koltunow et al., 2001).
Tun oprana, KOTOpsIi GOpPMHUPYETCS U3 ITUX MEPUCTEM HE OTPAHUYMBAETCS] KOPHSAMU U
3aBUCHUT OT CTaJIMU Pa3BHUTHs, TOPMOHAIBLHOTO KOHTEKCTAa U Ipyrux ¢daktopoB. Kpome
toro, rolB BbI3bIBacT M3MEHEHUsT MOP(OIOTHMM PACTCHHUN M HApyIIAeT Pa3BUTHE HX
penpoayktuBHbIX opraHoB (Koltunow et al., 2001; Carmi et al., 2003; Cecchetti et al.,
2004). CunrtaeTcs, 4TO STH U3MCHEHHS CBSI3aHbI C ydacTueM r0lB B myTsx BoCIpusTHSI
u/unu TpaHcaykuuu curnaiga aykcuna (Cecchetti et al., 2004). ITockoybKy MOCIIEIHHIE

JAaHHBIC YKA3bIBAIOT HAa YCTKOC B3aHMOﬂeﬁCTBHe MCKAY CUTHAJIbHBIM IIYTCM ayKCHUHA U



195

meTabomuamom ADK B perymsiuu nporpaMMbl pa3BUTHS OPraHoB pacteHwuii (Blomster
et al., 2011), B3aumojeiicTBHE MEXIY Tiepeadcii TOpPMOHAIBHBIX CUTHAJIOB, MIPOIYKIIUN
A®OK 1 MOP(OIOTHUECKUMHE PEAKIMSIMH, BEI3BAaHHBIMU '01B, ipencraBnsieT 0coOSHHBIIH
UHTEpeC I JalibHeWIuX wuccieqoBaHui. CBs3b MexXAy MOpPQOIOTHUECKUMU
peakusmMu U Mmoayssinueit yposas ADK, Bei3BanHoi# rolB, BronHe BeposTHA.

N3BeCTHO, YTO MOJEKYJSPHbIE NATTEPHbI, ACCOLMMPOBAHHBIE C MATOINE€HAMH,
BBI3BIBAIOT ObIcTpoe HakorieHne ADK (T.H. OKHCIUTETBHBIN B3pPBIB) C MOCIEIYIOUIEH
aKTHUBALIME Pa3IMYHBIX 3alIUTHBIX CUCTEM U Pa3BUTHEM MMMYHHOI'O OTBETA PACTEHUS
(Torres et al., 2006; Mansoor et al., 2022)., ®urtomaroreHsl, B CBOIO OdYepeb,
UCIIOJIB3YIOT Pa3IMYHbIe MEXaHU3MBbI, HAIIPABJICHHbIC HA WHAKTUBAIIUIO O0OPa3yIOIIUXCS
A®K u obecneunBaromue uX BbDkHBaHue. R.radiobacter Taxke wHCIoNb3yeT 3Ty
CTpaTeruio JJig MPEOJIOJIEHUs 3aIUTHOM cucTembl MH(puuupyeMbix kietok (Escobar
and Dandekar, 2003). DT0oT maroreH crocoOCH IETOKCHIIMPOBATh IMEPEKHUCHh BOAOPO/IA,
OCHOBHOW KOMMOHEHT 3amMTHBIX ADK pacreHuid, ¢ Ucrnonab30BaHuEM OaKTepUATBbHOMN
katanazbl KatA (Xu and Pan, 2000). B skcniepumenTtaibHbix yeiaoBusx R. radiobacter
NOJABJISUI  PEAKLUHMI0  CBEPXUYBCTBUTEIBHOCTH Yy  pAcTEHUM,  BBI3BAHHYIO
P. syringae pv. phaseolicola (Robinette and Matthysse, 1990). HecmoTpst Ha mmpokoe
npuMmeHenre R. rhizogenes B 6uorexHosioruu u ero tecHoe pojactso ¢ R. radiobacter,
BIIMSIHUE OTOro TmnaroreHa Ha reHepanuio A®K ocraBanock mpakTUYECKH HE
n3yudeHHbIM. [loslydeHHbIE Pe3yIbTaThl YKa3bIBAIOT HA 3HAUUTEIbHOE CHUKEHUE YPOBHS
BHYTpUKJIeTOUHbIX A®K B KiIeTkax, TpaHCHOPMUPOBAHHBIX JTUKUM I[ITAMMOM
R. rhizogenes A4. B ommume ot R. radiobacter, BosaeiictBue R. rhizogenes cpsizaHo,
BEPOATHO, ¢ (QyHkuuonupoBanueM reHoB FOIC wu rolB kak rmaBHBIX (DakTOpPOB
HeoriacTuuecko TpaHchopmanuu kietok B coctaBe T-JIHK pRi. Dddekr
nonasiennsi ADK B TpanchopmupoBanHbix pRiA4 KiIeTKax COMPOBOXKIAICS 3aMETHOM
PE3UCTEeHTHOCTHIO K abuoTudyeckuM crpeccam. [oBbllIeHHE YCTOMYMBOCTH PACTEHUN K
TaKUM CTPECCOBBIM BO3JIEUCTBUSIM, KaK COJEHOCTb, IKCTPEMalbHbIE TEMIEPAaTyphl U
paauarnus, SBISETCS BaXKHBIM aCIIEKTOM OHWOTEeXHOJoTMM pacTteHuid. [lomyueHHbie B
X0Jle TMPOBEACHHOTO WCCIEIOBAaHUS pe3yJbTaThl MOTYT OBbITh HMCIHOJIb30BaHbl IS

MPAaKTUYECKOIO0  NPUMEHEHMs,  IOCKOJbKY B psl€  CTpaH  pacTeHus,
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TpaHC(OPMHUPOBAHHBIE MPUPOJHBIMU IITAMMaMU arpoOaKkTepuil U He coiepKalue
pekoMOuHaHTHBIX Mosiekysn JIHK, oTHocsTCsS K TpUpOAHO-TPAHCTEHHBIMM U HE
MOJJICKAT PETYJIUPOBAHUIO KaK OOBIYHBIE TEHHO-MOJU(PUIIMPOBAHHBIE OPraHU3MBI

(dupextuna 2001/18/EC EBpomneiickoro napiamenta u Cosera ot 12 maprta 2001 r.).

3.3. Biusinue reHoB 0l Ha YIKCNPECCHI0 TeHOB AHTHOKCHIAHTHBIX (DePMEHTOB
3.3.1. UnenTrduKanus 1 aHAJIU3 T€HOB AHTUOKCHIAHTHOM CUCTEMBI Y
pacrennii Rubia cordifolia

J{ns aHanu3a TPaHCKPUNITOB ackopOaTnepokcuaasbl (Apx) ObLIu pa3paboTaHbl J1Ba
HaOopa BBIPOKIACHHBIX MPAMMEPOB, COOTBETCTBYIOIIMX KOHCEPBATMBHBIM y4acTKaM
U3BECTHBIX T€HOB LIUTO30JIbHBIX U MEPOKCUCOMATILHBIX aCKOpOATIEPOKCHIa3 PACTEHUH.
Otu npaitmepsl ucnodiib3oBanu B peakiuax [P ¢ obpasnamu kJIHK u3 koHTpOabHOM
kayutycHoit kynasTypbl R. cordifolia. TlosmydenHble (parMeHTBI, COOTBETCTBYIOIIUEC
IpeanojaraéMon JJIMHe, ObLIM KIOHUPOBaHbI B BeKTOp PTZS57R/T u ceKkBeHUpPOBAHBI.
Bcero 6puto npoananusupoBano 73 kimoHa kJIHK, cpean kKoTopbix ObLIO BBISBIEHO 3
paznuuHbie u30hopMbl TeHa ApX. WneHTuduimpoBaHHBIE TOCIETOBATEIHHOCTH,
RCcApx1-RcApx3, Obumn nenoHnpoBaHbl B 6a3y gaHHbX GenBank ¢ Homepamu goctymna
GQ380494, GU949549 u GU949550, cootBerctBenHo (Shkryl et al., 2010). MuTtepecHo
OTMETHUTBh, YTO MO YACTOTE BCTPEUAEMOCTH cpear npoaHanm3upoBanHbiX kJHK kinonoB
npeobiananu nocienoBarebHOCTH RCAPX1 (64 u3 73 CeKBEeHUPOBAHHBIX KJIOHOB), YTO
MOKET KOCBEHHO YKa3bIBaTh Ha TPAHCKPUIIIIMOHHYIO aKTUBHOCTH 9TUX (DEPMEHTOB.

duioreHeTHUYECKUe OTHOILICHUS MEX]TY AMUHOKHUCJIOTHBIMU
MOCJIEA0BATENBHOCTAMH RCApPX M UX TOMOJIOTaMU W3 PaA3JIMYHBIX BHJIOB PACTEHUU
OBLIIM MTPOAHAIM3UPOBAHBI METOJIOM MAaKCUMAJIHHOTO MPABIONOA00MS U MAKCUMATILHOM
skoHOMUH (Pucynok 41). @unoreHeTndeckuii ananus nokasai, yto RcApx1l u RcApx2
OTHOCATCA K OJHOMY KJlacTepy ¢ romosioramu uzodopm AtApxl (Homep goctyna B
GenBank AT1G07890) u AtApx2 (momep mocryna B GenBank AT3G09640) u3
A. thaliana ¢ nIeHTHYHOCTBIO [0 AaMHUHOKHUCIOTHOM mociaenoBarensHoctd 80% u 85%,
cootBercTBeHHO. I'en RCApPX3 ortHocuTcs K  kiactepy  AtApx3-momoOHBIX
nocjenoareiabHocTel 1 Ha 83% wuaeHtudeH Oenky m3 A. thaliana (momep mocryma B

GenBank NP 195226). 13BectHO, uTOo Apx1 1 Apx2 SBASIOTCS IUTO30JIBHBIM (popMam
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ackopOatnepokcuaas A. thaliana (Karpinski et al., 1999; Panchuk et al., 2002), Toraa
Kak Apx3 mpezcraBiseT co0Ol MEPOKCHCOMATBHYI0 MEMOPAHOCBSI3aHHYIO H30(OpMYy
(Narendra et al., 2006). Takxe u3BecTHO, 4TO U30hopMa Apx1 Urpaer KIIIOUEBYIO POIb

B peryisnuu romeoctasza ADK y pacrenuit (Davletova et al., 2005).

sApx-Ch.reinhardtii-CAA11265
100/87 SAPX7-O.sativa-BAC79362
tAPXS-O.sativa-BACT9363
tAPX-A.thaliana-NP 177873

100100

51/100

T SAPX-A. thaliana-NP 974520
60/- _‘: tApx6-S.lycopersicum-AAY 89389
100/30 sApx7-S.lycopersicum-ABA10747
Apx5-A.thaliana-NP 195321
84/83 Apx3-0.sativa-QOIMI9
o Apx4-0.sativa-NP 001062439
Apx3-A.thaliana-NP 195226
84/84 75773 Apx4-S.Iycopersicum-ABA10744
Wi:Apx.?-R. cordifolia- ADF45518
Apx2-A.thaliana-NP 001030664
Apxi-A.thaliana-NP 001117244
J2400 Apx2-R cordifolia- ADF45517
22773 Apx1-O.sativa-NP 001049769
50753 {Apx}- O.sativa-NP 001060741
Apxi-Ibatatas-AAPL2501
Apx1-R cordifolia- ACUS2386 ¢
Apxi1-S.lycepersicum-AAZ 77770
W‘:Apxz-s. Iycopersicum-AAZ77771
—— Apx6-A. thaliana-NP 194958
84/100 L— Apxd-A. thaliana-NP 192640
sApx-Ch.reinhardtii- BAA83595
Pucynoxk 41 — Krnagorpamma, TodydeHHass B pe3ysbTaTe  aHaIu3a

AMUHOKHCIIOTHBIX TIOCITIEOBATEIbHOCTEH HM30)OPM acKopOaTHEepOKCHIa3bl METOIOM
MakcumainbHoro mpasnononoousi (MII) B mporpamme Phyml (Oyrctpen-anamus, 300-
KpaTHOE TOBTOPEHHUE). AHAJIOTUYHAs MO0 TOMOJIOTHH KJaJorpaMMa Obljila Takke
MOJy4Y€Ha METOAOM MAaKCUMaJIbHOW 3koHOMHM (MD) ¢ MOMOUIBIO MakeTa mporpamm
Phylip (6ytcrpen-ananms, 1000-kpatHOe nmoBTOpeHue). B y3nax kiagorpaMmbl yKa3aHbl
nokaszarenu OyTcTperna sl Kakaoro Meroja. 3Hadenus Oyrcrpena MIT/MD ykazanbl
TOJNBKO IS y3J0B C mnomnepxkkon 50% u  Oonee. Homepa mocryma
nocienoBaTenbHocTed B GenBank mpuBeseHbl mocsie JaTUHCKUX HAa3BaHUM pacTEHUH.
W3odopmel ackopbarmepokcuaassl u3 R. cordifolia, naeHTrduMpoBaHHbIe B TaHHOM
paboTe, OTMEYCHBI TOUKAMH.
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C moMomIbI0 BBIPOXKICHHBIX TMpaiiMepoB ObuM TomyudeHBbl ¢parmeHThl KJIHK,
cootBercTByromue reHam  Cu/Zn-cynepokcumiucmytasel  (CSD)  R. cordifolia.
KinonnpoBanne wu cexkBeHupoBanue otnaenbHblx K/JIHK  ximonoB, mno3Bommio
uaeHTuumupoBatb  Tpu  u30GOpMbI  JaHHOTO  ¢epMeHTa.  BEISBICHHBIE
nocnenoBarenbHocTH, RCCSD1-RcCSD3, Opimm aenoHupoBaHbl B 0a3zy JaHHBIX
GenBank ¢ mHomepamu goctyna GQ380492, GU949547 u GU949548, cooTBETCTBEHHO.
AHanm3  pacrmpeneneHus 4acToThl  BcTpedaemoctd kKJIHK — k7moHOB — mokaszaln
npeobiamaronee koaumdecTBo TpaHckpuntoB RCCSD1 (15 kmoHOB) u 6osee HUBKYIO
peacTaBIeHHOCTh TpaHckpunToB RCCSD2 (5 kimono) u RCCSD3 (6 k10HOB).

ITo JTAHHBIM (bUIOreHeTUYECKOTO aHaym3a, AMUHOKHCIIOTHBIE
nocaenosarenbHocTd RcCSDI, ReCSD2 m RecCSD3 knactepu3oBanuch COBMECTHO C
ux romosioramu u3 A. thaliana — AtCSD1 (nomep moctyna B GenBank AT1G08830),
AtCSD2 (momep noctynma B GenBank AT2G28190) u AtCSD3 (Homep noctyna B
GenBank AT5G18100), creneHb UASHTUYHOCTU C KOTOPbIMU cocTaBisiia 77%, 84% u
72%, cootBercTBeHHO (Pucynok 42). ITo umerommmMes ceeAcHusM, renom A. thaliana
comepxkut Tpu reHa Cu/Zn-cynepoKCUIAUCMYyTa3bl, BKIOYas 1uTo30ibHYyI0 (CSDI),
xnmopormnactayio (CSD2) u mnepokcucomansuyo (CSD3) usodopmsr (Hindges and
Slusarenko 1992; Kliebenstein et al., 1998). Tpu rena CSD 0Obu10 uACHTU(HUIUPOBAHO U
B TeHOMe xJyromuatHuka Gossypium hirsutum (Kim et al., 2008). Takke U3BECTHO, YTO
HauOoJIbIIIee 3HaUeHue it [eTokcukaun AD@K nMeroT UTo30bHas U XJIOPOIIIIACTHAS
nzodopmsl pepmenta (Kliebenstein et al., 1998). ITu naHHbIe CBUETEIBCTBYIOT, UTO B
pe3ynbTaTe MPOBEIEHHOTO CKPUHUHTA OBLT MACHTHU(UIIMPOBAH TOJHBIM HAOOp T€HOB

CSD mapeHsI cepIeaucTHOM.
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CSD2-A. thaliana-NP 565666
95/99 7371 CSD2-T.aestivum-AAB67990
CSD2-R cordifolia- ADF4SIS
CSD2-B.gymnorhiza-CAMISL44
CSD2-G. hirsutum-ABAOOL54
CSD-8.Iycopersicum-AAA34195
CSD3-R.cordifolia- ADF45516
CSD3-A. thaliana-NP 197311
CSD3-G. hirsutum-ACC93639
CSDI-T.aestivum-ACO90194

56/70 CSDI-R.cordifolia- ACUS2384 »
CSD-N.plumbaginifolia-CAA3 9444
CSD1-G. hirsutum-ABAGOKL53
CSDI-B.gymnorhiza-BAB78597
CSDI-R sativus-AADO5576
CSD1-B.napus-ABE28385

74751 CSDI-A.thaliana-AT1GO8830
CSDI-T.halophila-ABQ59346
CSD-8. cerevisiae-NP_012638

|

69/51

94/96

1

83/93

-i51

71/99

63/71

96/98

il

Pucynox 42 — Krnagorpamma, TodydeHHass B pe3ysibTare  aHaiIu3a
AMUHOKHCIIOTHBIX — TOocienoBarenbHocTet  uzodopm  Cu/Zn-cynepoKCUAIUCMYyTa3bl
METOJIOM MakcuMajbHoro mpasaonoaobust (MII) B mporpamme Phyml (6ytcrpen-
ananu3, 300-kpaTHOE MOBTOpPEHME). AHAJIOTUYHAS MO TOMOJIOTUU KJaJorpamma ObLia
TaKKe TMOoJIydeHa METOJAOM MaKCHUMaibHON 3KoHOMUU (MD) ¢ moMoIlpl0 Mmakera
nporpamm  Phylip  (6yrcrpen-ananu3, 1000-kpatHoe moBTOpeHue). B y3max
KJIaJIOTPaMMbl  yKa3aHbl T[OKa3zareau OyTcTperna isg KakIoro Meroaa. 3HadYeHUs
oyrctpena MII/MD yka3zaHsl TOJIBKO ISl Y3JI0B ¢ mojepxkkoit 50% u 6onee. Homepa
noctymna mnocnefoBatenbHocTelt B GenBank mpuBeneHsl mociie JTaTUHCKUX Ha3BaHUM
pacTCHHIA. N3odopMer Cu/Zn-cynepoKCHITUCMY Ta3bI u3 R. cordifolia,
UJEHTU(PUIIMPOBAHHBIC B TAHHOU pabOTe, OTMEYEHBI TOUYKAMHU.

Hcnone3yst BeIpOKACHHBIE mpaiimepsl, ¢ momoinbto [I[P Oputo mosydyeno 52
kiona kJIHK kartamaser (Cat) M3 KOHTpOJBHON KamaycHoW KynbTypsl R. cordifolia.
AHaM3 ATUX KJIOHOB MOKa3ajl, 4YTO BCE OHM MpHUHAJIeXaT oaHoMmy reny, RcCatl,
MOCJIEIOBATEIBHOCTh KOTOPOro Obula JAernoHupoBaHa B 0a3zy naHHbiXx GenBank c
HomepoM aoctyna GQ380493. bmmxaimumu romosoramu RcCatl sBnsroTcs kaTanasza
1 u3 xnonka (Homep noctyna B GenBank CAA36380, 96% uIeHTUYHOCTH), )KEHBIIICHS
(momep noctyna B GenBank ABY21704, 91% unentuyHocTH) U pe3yXxoBuaku Taus

(momep nocryna B GenBank NP 564121, 85 % unentuunoctn).
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13 tpex u3odopm karanassl, npucyTcTByronmx B reome A. thaliana, Catl urpaer
KJIFOUEBYIO poJib npu AeTokcukauuu HoO;, B oTBeT Ha ctpeccoBsie BozaeicTBus (Frugoli
et al., 1996). ®yHkuu AByX Apyrux u3oopM Karanasbl CBS3aHBI C IUPKATHBIMU
putMmamu pactenus (Zhong and McClung, 1996). M3BectHo, 4TO OCHOBHOM (DyHKIIHEH
romosiornyHoro reHa ZMCATZ2 w3 KyKypy3bl SIBISieTCSl y4yacTue B (OTOABIXAaHUHU, a
9KCIIPECCHS 3TOTO TeHa HHIynupyetcs cBetoM (Acevedo et al., 1991). TTockoiabKy pocT
KAJUTYCHBIX KYJBTYpP OCYILECTBISICTCA B CTAOWJIBHBIX KOHTPOJUPYEMBIX YCIIOBUSX,
naHHbIe W30(OPMBI HE 3KCIpeccupyrorcs. bomee Toro, korga B KauecTBEe HMCXOIHOTO
MaTtepuana Jiisa noucka kinoHoB Cat 6pu1a ucnonbszoBana k/IHK u3 nucTbeB MHTAKTHBIX
pacTeHMid, yaajioch OOHApY:XMTh eIle oOoJAMH TeH Kartama3el R. cordifolia.
[TocnenoBarensHOCT, RCCat2 Oputa nmemonmpoBaHa B 0a3y manHbix GenBank ¢
HomepoM naoctyna GU936683. bmmwxkaiimuMu roMosioraMu 3Toil (OpMBI SIBISIOTCS
Katana3bl 2 xiyonka (HoMmep goctyna B GenBank CAA39998, 86% uAEHTUYHOCTH) U
pesyxoBunku Tans (Homep mocrymna B GenBank NP 195235, 89% uaentuunoctn). Ilo
yactore Bcrpeyaemoctu kJIHK kionoB B nucte, Tpanckpuntsl RcCatl u RcCat2 umenu
paBHoe cooTHomieHue, 19 wu 18, coorBerctBeHHo. C mnomompro IIIP co
cnenupuIecKUMH mpaiiMepamMu ObUTO ToATBepkAeHO, uTo JJHK u3 KammycHbIX KylbTyp
COJICP’)KUT HWHTAKTHBIE TMOCIEJOBATEILHOCTH OOOMX TEHOB, T.€. OTCYTCTBHUE
TPAHCKPHUTIITMOHHOW aKTUBHOCTH HE CBS3aHO C MyTaIlMOHHBIMHA COOBITUSIMH B KaJLTyCax.
@uUIOreHeTUYECKU  aHalIu3  aMUHOKHCIOTHBIX  mocieaoBaTenbHocTel  RcCat

npencTaBieH Ha Pucynke 43.
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Catl-Z.mays-NP 001105415
Cat3-C.annuum-AAMI7542
Cat3-N.plumbaginifolia-P49317
Catl-P.ginseng-ABY21704
Cat2-G. hirsutum-P30567
Cat2-Z.mays-P12365
Cat2-C.annuum-AAMI7541

20707 _|: Catl-N.tabacum-AAB7I764
94/96 Catl-N.plumbaginifolia-P49315
54/ —— Cat2-A.thalianaNP 195235
L Cat2-R condifolia- ADF32069 ®
Catl-G. hirsutum-P17598

72 Catl R cordifolia- ACUS2385
Catl-A. thaliana-AABOTH26

Cat3-A.thaliana-NP 564120

-f61

54165
Cat2-N.plumbaginifolic P49316
1007100

Catl-C.annuum-AAF34718
Cat3-Z.mays-NP 001105416
Cat-U. fasciata-ABB88582

Pucynok 43 — Knagorpamma, ToiydeHHas B pe3yJbTare — aHaiuu3a
aAMUHOKHCIIOTHBIX MOCJIEI0BaTeIbHOCTEH n30(hopM KaTanassl METOIOM MaKCUMaJIbHOTO
npasgonogodus (MII) B mnporpamme Phyml (Oyrcrpen-ananus, 300-kpaTtHOE
MOBTOpPEHME). AHAIOTWYHAsl IO TOMOJOTHH KiagorpaMma Oblia Takke TMoJydeHa
METOJIOM MaKCcUMalibHOM skoHoMuu (MD) ¢ momomisto makera nporpamm Phylip
(OyrcTpen-ananu3, 1000-kpatHOe mMOBTOpeHHE). B y3max KiamorpaMmbl YyKa3aHbI
nokasareynu OyTcTpena Juisi KaKI0oro Merona. 3HaueHus: Oyrcrpena MII/MD ykazanbl
TONBKO IS y3JI0B C mnomuepxkkod 50% u  Oonee. Homepa mocrtyma
nocieaoBatenbHocTed B GenBank npuBeseHbl mocsie JaTUHCKUX Ha3BaHUM pacTEHUMU.
N3odopmbr karanasel u3 R. cordifolia, maeHTudumpoBannsie B IaHHOW paboTe,
OTMEUYCHBI TOUYKAMH.

3.3.2. Jkcnpeccusi reHOB AHTHOKCHIAHTHOM CHCTEMbI B pACTEHUM
Rubia cordifolia
s Toro, 4ToObl OLIEHUTH IKCIPECCUIO T€HOB AaHTHOKCHUIAHTHBIX (PEPMEHTOB B
pacTeHuu, OblIa HCCIENOBaHA TPAHCKPUIILIMOHHAS AaKTUBHOCTh u30popMm RCApX,
RcCSD u RcCat B nmucthsax u credmsx R. cordifolia (Taonmma 12). 'en RCApX1 obmaman
HauOOJIbIIIEH TPAHCKPUIIIIMOHHOW aKTUBHOCTHIO, IIPU ITOM €€ YPOBEHb B CTEOJsX B 3,6
paza mpeBblIa)l 3HaUY€HHE JucTa. OKcrnpeccus RCApPXZ2 B JHCTBSIX CTaTUCTUYECKU

3HAYMMO HE OTJIMYajach OT CTeOJiel H HaxoanJiaCb Ha OTHOCHUTCIIbHO HHU3KOM YPOBHC
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10 CpaBHEHUIO ¢ ApyrumMu u3zodopmamu. Jkcrpeccus RCApx3 Obuta B 2,5 pasza BbIlIe B
JUCThSIX TO cpaBHEHHUIO co cTebissmu pacteHuit. 'en RCCSD1 skcnpeccupoBaics B
CTEOJIAX W JIUCThAX HAa OJMHAKOBO BBHICOKOM YPOBHE OTHOCHTEIBHO APYTHX H30(OpM
Cu/Zn-cynepokcuaaucmyTasbl. TpaHCKpUIIIMOHHAsA aKTUBHOCTH RCCSD2 B nuCThX
oblna B 1,4 pa3za Bellie, 4eM B CTeONIX. YpoBeHb 3kcnpeccur RCCSD3 B TUCTBAX MOYTH
B JIBa pa3a MPEBBIIIAN ATO 3HaUeHue s ctebneit. Dxcnpeccus rena RcCatl B nmucthsax
obuta B 1,4 pasa Bblle, 4eM B cTeOsx. TpaHCcKpumnimoHHas akTuBHOCTH RcCat2 B
JHUCThSIX ObLIa B 5 pa3 BhIIIE, YeM B CTEOJIAX, U OAMHAKOBOM 1o BennunHe ¢ RcCatl.

Takum o00pa3oM, TpPaHCKPHIIIMOHHAS AaKTUBHOCTh OOJIBIIMHCTBA H3yUEHHBIX
AHTHOKCHJIAHTHBIX TCHOB BapbUpOBaJia B JIUCThiIX M cTeOnsax pacrenuit R. cordifolia,
YyTO mpenanonaraeT GyHKIMOHAIBHYIO crienranu3anuio uzodpopm. Hanbonee 3Haunmbie
ornuuusi ObUTM  OOHapykeHbl Juisi TeHa RCApX1, oskcmpeccust KOTOporo Oblia
3HAUMTEIHLHO TIOBBINICHA B cTeOmsax, u i1 reHa RcCat2, xotoperii ObuI
CBEPXIKCIIPECCUPOBAH B JHUCTBSIX. JTHU PE3YyJbTaThl COINIACYIOTCS C OCOOEHHOCTSAMU
HKCIIPECCUU TOMOJIOTMUHBIX TE€HOB Yy JpPYruxX BHUJOB pacteHui. Hampumep, Obu10
noka3aHo, yto skcmpeccusi OSApPX1 B puice 3HAYMUTENBHO BHINIE B CTEONAX, Y€M B
macteax (Teixeira et al.,, 2006), Torna kak Ttpanckpuntei MPHK Cat2 A. thaliana

OoJiblie nipeacTaBiieHbl B TUcThIx (Frugoli et al., 1996).
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Crebenb Jluct
Ackopbatnepokcuiasbl
RcApx1 | 1,160 +0,009 | 0,313 +0,005"
RcApx2 | 0,027 0,003 | 0,024 + 0,001
RcApx3 | 0,100 +£0,009 | 0,255 +0,001"

Cu/Zn-cyniepoKCHITUCMY Ta3bl

RcCSD1 | 1,016 £0,016 | 0,982 £0,018

RcCSD2 | 0,518 £0,006 | 0,724 +0,003"

RcCSD3 | 0,021 £0,001 | 0,039 +0,002"
Karanazsl

RcCatl | 0,238 £0,008 | 0,340 +0,021"

RcCat2 | 0,078 £0,003 | 0,389 +0,012"

JlanHble MpeaCcTaBlieHbl KaK cpeaHee + craHgapTHas omuoOka. * Cratuctudecku

3HAYMMBbIE pa3nnyus cpeauux 3nadenuit (P < 0,05), t-rect CthroaeHTA.
3.3.3. JkcnpeccHusi reHOB AHTHOKCHIAHTHBIX (DEPMEHTOB B TPAHCT€HHBIX
KYJbTypax

AckopOaTnepoKkcuaasbl NPOSBISUIA BBICOKYIO BapUaOEIbHOCTh 3KCIPECCHH B
KOHTpOJbHBIX KynbTypax A.thaliana u R. cordifolia (PucyHok 44). B uvactHOCTH, B
KaJutycax At TpanckpunuuoHHas aktuBHOCTh AtApX1l yBennuuBanace B 1,2-2,4 paza
MO/ IEUCTBHEM BCEX MPOTECTUPOBAHHBIX CTPECCOBBIX (PakTOpoB. DKkcmpeccus AtApx2
obia B 4,1 u 6,3 pa3a BbIlIe TPU XOJOJOBOM U TEIIOBOM CTPECCE, COOTBETCTBEHHO.
Tpanckpuniust uzodpopmel AtApx3 mosbeimanace B 1,5-2,1 paza mox neilcTBueM
BBICOKOM TeMmIepaTypbl M cojieBoro crpecca. B kierounoit kyabType R. cordifolia,
HaAIlpoOTHUB, MOHWXKEHHas Temneparypa u goOasienue NaCl BwbBasio 2,5- u 1,6-

KpaTHOe CHUXeHHe rkcrnpeccuu RCAPX1 mo cpaBHEHUIO ¢ HOPMAJIbHBIMH yCIOBHUSIMH.
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[Ipu stom, Tpanckpuniuss RCApX1l yBenuuuBanach moyTd B 2 pa3a B OTBET Ha
BO3JICHCTBHE TIOBBIIICHHONW TeMrmeparypbl. XOJOJOBOM CTpeccC HHIYIMPOBAI
skcrpeccruto RCAPX2 B 2 pasza, Torna kak NaCl, BbI3bIBa JBYKPAaTHOE UHTHOUPOBAHUE
TPaAHCKPUIIIIMOHHOW aKTUBHOCTU. Bce MCTIIBITaHHBIE CTPECCOBBIE YCIOBUS MTPUBOAMIIN K
CHIDKEHUIO YPOBHS TpaHckpumiuu uzogopmel RCApx3 B 1,3—1,7 pasa.

I'er rolC He oka3aJl CyNICCTBEHHOTO BJIMSHHS Ha JKCIpecchio TeHoB AtApX B
TpaHcreHHou kietouHou yuauu A. thaliana (Shkryl et al., 2022). Ilpu stom B rolC-
TpaHcreHHBIX KieTkax R. cordifolia tpanckpunumonnas aktuBHOcTE RCAPX1 m RCAPX3
Obuta cHmwkeHa B 1,7 u 1,4 pa3za coorBeTcTBeHHO, a RCAPX2 moBeIeHa B 1,6 pasa mo
CPaBHEHHIO C KOHTPOJBHOM KyJbTypoil. B 1enom, u3MeHeHue skcnpeccuu u3ohpopm
AtApXx B oTBeT Ha cTpeccoBbie (akTopsl B FOIC-TpaHCTEHHBIX U KOHTPOJBHBIX KJIETKAX
A. thaliana ObuTH cx0xu Mexy coOoi. [Ipu 3TOM BIHsIHUE TEMIIEpaTypHBIX CTPECCOB
OKazaJioch 0oJjiee BbIpaXke€HHBIM B KyibType ACH 1 npuBOIMIO K YBEIMYEHUIO YPOBHEH
Tparckpurnuuu n3odopm AtApx1 u AtApXx2 B 4 u 6 pa3, COOTBETCTBEHHO. B kammycHo#
muauu RCH temneparypnbie cTpecchl nHayupoBanu skcipeccuto RCApX1 u RCApx2 B
2,2-4,2 pa3a 1o CpaBHEHHIO C UX 3HAYCHUSIMHU B HOpPMaJbHBIX ycioBusAx. Hanbombiee
BIUsIHUE OOHapyxeHo misi m3o(opmbl RCApPX2 3HauuTenbHAs aKTUBAIMS KOTOPOU
HaOJro/1anach MpH MOHIKCHHON TeMIiepaType KyJabTHBHpoBaHUs FOlC-TpaHCTeHHBIX
kieTtok. IIpu 3ToM cosieBOM cTpecc BbI3bIBAI pa3HOHAIpaBiIeHHbIM 3S(@exT Ha
TpaHckpuniuio RCApPX2. YpoBeHb 3KcIpeccuu 5Toro reHa mpu obOpabotrke NaCl
noHwxkancsa 1,9 paza B xkynerype R u, HanmpoTus, noBeimancs B 1,4 pa3a B KynbType
RCH. XapakTep n3menenus skcnpeccuu rena RCAPX3 mpu TemnepaTrypHOM U COJIEBOM
cTpeccax ObUI CXOAHBIM: B OTBET Ha BCE MCCIEAOBaHHbIE (PAaKTOpbl HAOII0ATIO0Ch
CHU)KEHHE ero ypoBHs B 1,3—1,7 pa3za B KOHTPOJIbHOM KyJlbType U noBbilieHue B 1,2—1,3
pa3a B rolC-tpaHCreHHBIX KaJuTycax.

N3menenust ypoBHsa skcnpeccun uzopopm AtCSD u RcCSD B KOHTpOJIBHBIX
kynprypax A.thaliana u R. cordifolia B ycmoBusix crpecca ObLiv moxokumu. Kak
AtCSD1, tak u RcCSD1, aktuBupoBanmuch 0ojiee HU3KOM TeMIEpaTyporl M COJIEBBHIM
ctpeccom. Dkcnpeccusi reHoB CSD2 u CSD3 B kynbrypax At u R okazanace HamboJsiee

MOJBEP)KEHA BIIMSHUIO IIOBBIMIEHHOW TeMOepaTtypel U conu. I[Ipm HOpmanbHBIX
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YCIOBHSIX KyJIbTHBUPOBaHUs, FOIC BBI3bIBA] CTATHCTUYECKH 3HAYMMOE TOHWKCHUE
YPOBHSI TPaHCKPUMIMK Bcex uccienaoBanubix reHoB CSD B knetkax ACH u RCH B 2-3
pa3a (Pucynok 44). B ortnuume OT KOHTPOJBHBIX KIIETOK, 3Kcrmpeccusi reHoB CSD1 u
CDS2 B rolC-tpancrennsix kamiycax A.thaliana u R. cordifolia aktuBupoBanach B
1,54,3 pa3za B OTBET Ha BCE HCCJEIOBAaHHBIE CTpPECCOBbIE (hakTOpbl. TpaHCKpUIIIUS
AtCSD3 B kymerype ACH moBsImmanace B 2 paza mpu TEILUIOBOM CTpecce U 00paboTKe
NaCl. IIpu sToMm, cTpeccoBble BO3IECUCTBHUS HE OKa3ald 3HAYUTEIHHOTO BIUSHUS Ha
ypoBeHb 3kxcnpeccun RCCSD3 B kamtycHoii kyasType RCH.

JlunaMuKa SKCIIPECCHMM TeHa Karaja3bl B YCJIOBHUSIX CTpecca B KOHTPOJBHBIX
kyibTypax A. thaliana u R. cordifolia pasnuuanace (Pucynok 44). Tak, B KynbType At
tparckpunus MPHK AtCatl nossimanace B 1,4 pa3a B orBeT Ha Bo3zaeiicTeue 60 u 120
MM NaCl, u He mnoaBeprajzach BIMSHHMIO TEMIIEPATYpPHBIX CTPECCOB. YPOBEHb
sKcmpeccun romonornyHoro reHa RcCatl B kynbpType R 6601 B 1,6 1 1,3 pasza Hike npu
XOJIONOBOM M COJIEBOM CTpeccax, COOTBETCTBEHHO, M MOBbILIANCA B 1,3 pasa npu
BO3JICHCTBUU BBICOKOH Temmeparypsl. [Ipu stom rolC okaszan cxoxkee BIMSHHE Ha
TPAHCKPUIILIMOHHYI0 akTUBHOCTh Catl B o00oMx BHIax pacTeHUN: €ro ypOBEHb
skcnpeccun cHusmicsa B rolC-rpancrennsix muausx A. thaliana u R. cordifolia B 2,2 u
27,3 pa3za COOTBETCTBEHHO. l3MEHEHHsI SKCIPECCHM 3TOr0 TIeHa B TPAHCTEHHBIX
KyJbTypax MpPH CTPECCOBBIX CTHUMYyJaX Takke ObUTH CXOAHBIMH. Bo Bcex ciydasx
HaOmonanocs 1,7-2,2-kpatHoe yBenuyeHue skcnpeccun reHa Catl B KammycHBIX
muausix ACH u RCH.

Takum 00pa3oM, B OOBIYHBIX YCIOBHSAX KyibTuBUpoBaHus FOIC He TONbKO HE
NOBBILIAJ, HO B HEKOTOPBIX CIydasx M CHWXal OOUIMI ypOBEHb HKCIpECCUu
AHTHOKCUJAHTHBIX TE€HOB. DTOT PE3yJIbTAT CBHIETEIHCTBYET O TOM, UTO PEIOKC-CTaTyC

rolC-tpaHcreHHBIX KJIETOK, BEPOSITHO, CBSI3aH ¢ 0coOeHHOCTIMH 0Opa3oBanus ADK.
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Pucynoxk 44 — Dxcnpeccusi TEHOB aHTHOKCHUIAAHTHBIX (DEPMEHTOB B KaJUTyCHBIX
kynerypax A.thaliana wu R.cordifolia. R — koHTposnbHas KiIeTOYHAS JIHHHS
R. cordifolia; RCH — rolC-tpancrennas xierounas nuaus R. cordifolia ¢ Beicokum
YpOBHEM 3KCIPECCHUU TpaHCreHa, At — KOHTpoJbHas kierounas juaus A. thaliana;
ACH - rolC-tpancrennas wierounas mawmHus A. thaliana ¢ BbeicokuM ypoBHEM
IKCIPECCHH TpaHCreHa. J[aHHBbIC MPEICTABICHBI KaK CPEIHEe + CTaHIapTHas OIIMOKa.
PasHpie OyKBbI Haj CTOJOIIAMM YKAa3bIBAIOT HA CTATUCTHYCCKU 3HAYMMBIC Pa3IHUYMs
cpeanux 3HaueHuit (p < 0,05), H3P-tect @uiepa.

['en rolB 3HaunTETHHO MHIYIIUPOBAT SKCIIPECCHIO BCEX TeHOB APX B TPaHCTEHHBIX
KJIeTouHbIX KysbTypax A. thaliana u R. cordifolia (Ta6nuua 13). HauGonbmee BiusHue

TPaHCTEH OKa3ajd Ha IUTO30JbHbIE H30hopmbl, ApXl u ApPX2, TpaHCKpUIIIMOHHAS

aKTUBHOCTh KOTOPBIX yBEIHYHIACH 110 3,5 pa3 (Bulgakov et al., 2013). Ctout 3aMeTuTh,
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yro BiusHUe rOIB Ha »skcnpeccuio reHOB ApPX B IEJIOM  KOPPEIHUPOBAIO C
TPAHCKPUIIIMOHHBIM YPOBHEM TpPAHCT€HA, HO 3Ta 3aBHUCHUMOCTb HaOJI0Janach TOJIbKO
KyJIbTypaX C HU3KHNM W YMEpEHHBIM YypoBHeM skcrpeccuu I0IB. B xymprype RBH
TPaHCKPUIIIIMOHHAS aKTUBHOCTb H30opM RCApPX cTaTuCTUYECKH 3HAYMMO HE
OTJMYAaIach OT KOHTPOJIbHOM TUHUH.

N3 Ttpex renoB Cu/Zn-cynepoKcUIaucMyTasbl, B I0IB-TpaHcreHHBIX KynbTypax
YBEJIMYUIIACH DKCIIPECCHS TOJIBKO HUTO30JbHOM hopMbl CSD1 (Tabmuna 13). B nannom
ciiydae ObUT Takke BbIpakeH 3((EeKT J03bI OHKOT€Ha B KJIETKAX, MPH 3TOM BBICOKUUN
ypoBeHb roIB B xynbType RBH oka3biBam MakcMMalibHOE BIMSIHUE Ha TPAHCKPHUIIIHEO
RcCSDL1.

VYporenb akcnpeccun reHoB AtCatl m RcCatl B rolB-TpaHCreHHBIX KyJbTypax
A.thaliana u R. cordifolia O0bu1 B 2—3 pasa Bblllie 10 CPAaBHEHHIO C KOHTPOJIEM, B
3aBUCUMOCTH OT CWIbl TpaHckpunmmuu TpaHncreHa (Tabmuma 13). Ilockombky
CBEpXIKCIIpeccus KaTana3bl MOXET MPHUBOJUTH K TMOJABICHUIO TPAHCKPHUIIIIUU
ackopOarnepokcuna3 (Foyer and Shigeoka, 2011), MOXHO IPEANOIIOKHTh, YTO B
KynpType RBH peanmsyercs KOMIIEHCATOPHBIM MEXaHW3M PETYJISIIUN TPAHCKPUIILUU
RcCat u RCApX, mpensarcTBys akTHUBAIlMM TIOCJIETHEH TMPU TOBBIIMICHHONW [103€
TpancreHa. OJHaKoO JaHHOE YTBEpXKACHHWE TpeOyeT MalmbHEHIIero JeTalbHOTO
U3YYCHUS.

Takum  oOpazom, rolB  sBisercs  MOIIHBIM  HMHAYKTOPOM  3KCIPECCHU
AHTHOKCHUJAHTHBIX T€HOB, YTO B CBOIO OYepeb MOKET OOYCIaBIMBaTh PEIOKC-CTaTyC
TPAHCTEHHBIX KJIETOK, a Tak)Ke MpensTcTBOBaTh oOpazoBanuto ADK mox neiictBuem

CTPECCOBBIX (PAKTOPOB.
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Tadauma 13 — Dkcnpeccusi TeHOB aHTHOKCHIAHTHBIX ()EPMEHTOB B KOHTPOJBHBIX U FOIB-TpaHCTeHHBIX Ka/UTyCHBIX KYJIbTypax
A. thaliana u R. cordifolia

Arabidopsis thaliana Rubia cordifolia
At | ABL | ABH R | RBL | RBM | RBH
rolB
- | 0,054+0,013 | 0,191+0,018 - | 0,062+0,004 | 0,266+0,018 | 0,706+0,059
AtApx1 RcApx1
0,288+0,019 | 0,511+0,004* | 0,991+0,009* | 0,292+0,009 | 0,581+0,011* | 0,978+0,021* | 0,301+0,012
AtApx2 RCApx2
0,324+0,003 | 0,646+0,006* | 1,016+0,016* | 0,164+0,013 | 0,324+0,042* | 0,404+0,015* | 0,155+0,008
AtApx3 RCApx3
0,341+0,041 | 0,553+0,061* | 0,901:£0,099* | 0,342:0,005 | 0,514+0,003* | 0,696+0,028* | 0,332+0,011
AtCSD1 RcCSD1
0,498+0,025 | 0,496+0,038 | 0,966+0,033* | 0,601:£0,005 | 0,611+0,009 | 0,761+0,006* | 0,873+0,009*
AtCSD2 RcCSD2
0,882+0,013 | 0,911+0,051 |0,915+0,086 | 0,571+0,054 | 0,611+0,006 |0,535+0,011 | 0,598+0,038
AtCSD3 RcCSD3
0,802+0,043 | 0,779+0,014 |0,918+0,083 | 0,597+0,017 | 0,577+0,027 | 0,621+0,023 |0,517+0,002
AtCatl RcCatl
0,278+0,014 | 0,651+0,027* | 0,939+0,061* | 0,379+0,012 | 0,397+0,048 | 0,485+0,015* | 0,738+0,027*

At — konTposibHas kierounas smHus A. thaliana; ABL u ABH — rolB-tpancrennsie kinetounsie quaun A. thaliana ¢ auskum u
BBICOKMM YPOBHEM OJKCIpPECCHHM TpaHCreHa; R — koHTposibHas kietouynas auaus R. cordifolia; RBL, RBM u RBH — rolB-
TpaHCTeHHbIe KieTouHble juHHMU R. cordifolia ¢ Hu3KMM, yMEpPeHHBIM M BBICOKHM YPOBHEM 3KCIPECCHU TpaHcreHa. JlaHHbIe
NpeJCTaBICHBI KaK cpelHee + cTaHAapTHas omuoOka. * CTaTUCTUYSCKH 3HAYMMBbIC pa3ndus cpeanux 3HaueHui (P < 0,05), t-tect
CrbrosieHTA.
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B pRiA4-tpanchopmupoBanHoii kyasType R.cordifolia skcmpeccus Bcex
U3YYEHHBIX TEHOB ackopOaTmepokcujazbl ObUla 3HAYUTEIBHO BBIIIE, 4YEM B
HeTpaHchopmupoBanHoi Kyibrype (Shkryl et al., 2010). Vposens TpaHCKpUIIIHH
RcApx1, RCApx2 u RCApx3 B kynbType RA4 nipeBblian 3Ha4eHUsT KOHTPOJIBLHON JTUHUM
B 1,3, 5 u 3 paza, coorBerctBeHHo (Tabmuma 14). Yposenn sxcrpeccuu RCCSD1 u
RcCSD3 B kamtycax RA4 craructuyecku 3HaunMo He oTiaudaics oT juHuu R. [lpu
ATOM TpaHCKpHUIIIMOHHAS akTuBHOCTH RCCSD2 B pRiA4-TpancdopmMupoBaHHOM
KyJnbType Obuia B 1,7 pa3a Bbimie, uem B koHTpoJie (Tabmuna 14). Tpanckpunuus
RcCatl B xamtycax RA4 Bcero B 1,2 pa3a npeBbliliana 3Ha4€HUS] KOHTPOJIbHOM JIMHUU,
OJTHAKO 3TO pa3inune ObLIO CTAaTUCTUUECKU 3HaunMbIM (Tabmuma 14).

B COBOKYNMHOCTH, TMOJy4Y€HHBIE pE3yibTaThl CBHUAETEIBCTBYIOT O TOM, HYTO
TpaHchopmalys TUKUM mTaMMoM R. rhizogenes A4 akTUBHUPYET TPaHCKPHITIIUOHHYIO
aKTUBHOCTb ONPEIEICHHBIX H30(POpM (PEPMEHTOB AHTHOKCUJAAHTHON CUCTEMBL. OOIIMii
YPOBEHb  DKCIPECCMM  BCEX  MPOAHATM3UPOBAHHBIX  TE€HOB B pRiA4-
TpaHC(HOPMHUPOBAHHBIX KJIETKaX ObLI CTATUCTUYECKU 3HAYMMO BBIIIE MO CPABHEHHIO C
KJIETKaMu KOHTpojbHOW KyineTypel (F = 16,9, p < 0,001). beuia BbIsfBICHA
3HAUWTENbHAS  OTpHUIATENIbHAS  KOPPENSIMOHHAS  CBSI3b  MEXKIY  JKCIIpeccuei
AHTUOKCUJAHTHBIX TeHOB M HakoruieHneM A®K B HopmanbpHbIX U RA4-TpaHCreHHBIX
KaJuTycax C HMCHoJjib3oBaHMeM anHanmu3a [lupcona (r = - 0,977, p = 0,023). [dauubri
ekt ObT MEHee BbIpakeH, ueM B I0lB-TpancreHHoOW KyJbType, YTO, BEpPOSITHO,
SIBJIICTCS CJIEJICTBUEM B3aMOJIEVCTBUSA Pa3JIMYHbBIX T'€HOB T-JIHK B

TpaHchopMHupoBaHHBIX pRi1A4 KIileTKax.
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Tabauua 14 — Dxcnpeccusi T€HOB aHTHOKCUJAHTHBIX (DEPMEHTOB B KOHTPOJIbHOM (R) 1
pPRiIA4-tparchopMupoBaHHO# KaITyCHBIX KyibTypax R. cordifolia

R RA4
AckopOaTnepoKCHIa3bl
RcApx1 | 0,688 £ 0,002 | 0,919 £ 0,042"
RcApx2 | 0,023 +0,001 | 0,114 =+ 0,005
RcApx3 | 0,014 £ 0,001 | 0,042 + 0,002"
Cu/Zn-cynepOKCUIINCMYTa3bl
RcCSD1 | 0,879 + 0,006 | 0,901 + 0,014
RcCSD2 | 0,070 0,002 | 0,117 £ 0,002"
RcCSD3 | 0,012 +0,001 | 0,013 + 0,001
Karanassl
RcCatl [0,183 £0,001 | 0,215+0,017"

JlaHHBIC TIPEJCTABJICHBI KaK CpelHee + cTaHaapTHas omuOka. * CTaTHCTHYCCKH

3HaYMMBbIe pa3nuus cpeanux 3uadeHui (P < 0,05), t-tect CThIoACHTA.
3.3.4. O6cy:kneHHe pe3yabTATOB IO BJMAHUIO TeHOB 0l Ha reHbI
AHTHOKCHIAHTHOW CHCTEMBI

AHTHOKCHIaHTHBIE (EPMEHTBHI WIPAIOT KIIOYEBYIO pOJIb B 3alIUTE KIIETOK
pacTeHH OT OKHCIIUTEIBHOTO cTpecca, Bei3BaHHOIrO ADK (Shigeoka and Shao, 2014).
Ot dhepMeHTHl padOTalOT CHHXPOHHO JJIsS TOJJICpKaHUS OKCHUJIATUBHOTO OajlaHca B
KJIETKaX W MPeAOTBpAIlCHUs TOBPEXKICHUH JKU3HCHHO BaXKHBIX  KJICTOYHBIX
KOMIIOHCHTOB. Peryisnus akTHBHOCTH 3TUX (DEpPMEHTOB SIBJIICTCS BaXKHOW CTpaTerHei
BBDKMBAHHUS JUUII PACTCHHM B YCJIOBHAX CTpecca, HANpUMEp, IMPHU IOBBIMICHHON
WHTCHCHUBHOCTH CBETa, HEJOCTAaTKE BOJBI HMJIM BO3JCHCTBHMM TOKCHYHBIX BEIIECCTB
(Mittler, 2002; Gill and Tuteja, 2010). YBenuueHue SKCHOPECCHH W aKTHBHOCTH

AHTUOKCUIAHTHBIX (DEPMEHTOB YacTO HAOJIOMACTCS B PACTEHUAX, aJaNTUPYIOMIUXCS K

HEONAronpusiTHBIM ~ YCIIOBUSIM, YTO TMOJYEPKUBAET HX pOJIb B  MEXaHU3Max
YCTOMYMBOCTHU PACTEHUH K OKPY KAIOIIUM CTPECCOBBIM (pakTOpam.
[Tockonbky Ten  rolC  BbI3bIBaI  3HAUMTENILHOC  CHIDKECHHE  YPOBHS

BHYTpUKIETOUHbIX A®K u yBennueHHe yCTOMYMBOCTH TPAHCIEHHBIX KIETOK K
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HeOJaronpusTHeIM (akTopaM, JIOTUYHBIM OBLIO MPEANOJI0XKHUTh, YTO €ro 3¢ddext
CBSI3aH C AKTUBAIMCH DKCIPECCHHM aHTHOKCHUAAHTHBIX (pepmenToB. Omnako rolC He
TOJIBKO HE MOBBIIIAN, HO, B HEKOTOPBIX CIIy4asx, ¥ CHIDKAJ OOITUH YPOBEHb IKCIIPECCUU
AHTUOKCHJIAHTHBIX T'€HOB. B KOHTpPOJBHBIX KauTycHbIX JuHHsIX A. thaliana wu
R. cordifolia cpemnue 3HaueHus OOIIErOo COJCp)KAHUS TPAHCKPHIITOB TI'E€HOB
AaHTHOKCHIAHTHBIX (hepMeHTOB ObUTH B 1,7 U 3,3 pa3a BbIre, ueM B r0lC-TpaHCTeHHBIX
KJTyCHBIX JUHUSAX, cooTBeTcTBeHHO (F = 9,10, p < 0,001). HecmoTps Ha TO, 4TO B
YCIIOBUSIX aOMOTHYECKOTO CTpecca YPOBEHb KCIPECCUN aHTUOKCUAAHTHBIX (PEpMEHTOB
B KJIeTKax, okchpeccupyrommx rOlC, 3HauMTENbHO MOBBIIAJCSA, HX OOIIas
TPAHCKPUIIIIMOHHAS aKTUBHOCTh OCTaBaJlaCh HAa OTHOCUTEIBLHO HH3KOM YpPOBHE I10
CPaBHEHHUIO C KOHTPOJIEM.

MexaHu3M, ¢ TOMOIIBI0 KOTOporo rolB MmocTosHHO mMoaepKUBAaeT aKTHBHBIM
AHTUOKCUIAHTHBIA CTaTyC TpaHC(HOPMUPOBAHHBIX KIIETOK, BEPOSTHO, 3aKITFOYACTCS B
3HAYNTEIHLHON aKTHBAIlMW aHTHOKCHIAHTHBIX T€HOB. BONBIIMHCTBO M3YYCHHBIX T€HOB
AHTUOKCUIAHTHBIX (epMeHTOB, BKiodas Cu/Zn-CynepoKCHIIUCMYyTa3bl, KaTajla3bl U
acKopOaTIepOKCHIa3bl, OBBIIAINCH B KIIETKAX, 3KCHpeccupyronmx rolB. AxkruBanus
UX TPAHCKPHUIIIMOHHOW aKTHBHOTH 3aBHCENia OT CHJIBI dKcrpeccuu rOIB, kineTouHoit
JUHUU 1 130()OpMbI aHTHOKCUAAHTHOTO TeHa. HampumMep, HU3KUIA YPOBEHB IKCIIPECCUN
rolB He akTUBHpPOBAI TpaHCKPHUIIUIO TeHOB CU/ZN-CynepoKCUAIUCMYTa3bl, TOTAA KaK
BBICOKHI ypOBEHb TPAHCTE€HA HE OKA3bIBBUI BIMSHHE Ha ackopbOarmepokcuaasbl. Takue
MaTTEPHBI JKCIPECCHH TEHOB AHTHOKCHIAHTHOW 3alllUTHl B TpaHC(HOPMUPOBAHHBIX
KJICTKaX MOTYT TOBOPUTH O HecmeruduueckoM (BTopudHoMm) 3ddekte rolB Ha
meTtabonuzm ADK.

Pe3ynbTaThl MPOBEIECHHOTO HCCICIOBAHMS CBUICTCILCTBYIOT O TOM, 4TO FOIB
AKTUBHPYET 3alllUTHBIE MEXaHW3MbI, HampaBieHHble Ha wuHAyKOHIO ADK.
TpancpopMUpOBaHHBIE KJIETKU MBITAIOTCA KOMIEHCUPOBATH 3TOT 3 (PEKT ¢ MOMOIIBIO
TCHOB AHTHOKCHJIAHTHOW 3aIMThl. BO MHOTHX ciydasx KOMIICHCAIUS IPOXOIUT
ycreniHo, u rolB-kimeTkn COXpaHSIOT OKUCIHUTEIbHO-BOCCTAHOBUTEIBHBIN OaslaHC
Onmu3kuii k TakoBoMy B koHTposie (Bulgakov et al., 2012). B ciydasx, xoraa 3ToT

MEXaHU3M HEIO0CTATOUYCH BCICACTBUE YPE3MEPHOU dKcpeccuu FolB, kieTku morubaroT.
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Takast rumore3a IMO3BOJIAECT OOBACHUTH, MOYEMY BBICOKHE J03bI FOIB BBI3BIBAIOT
HEKPOTHYECKYIO THOENb KIETOK, B TO BPEMsl KaK HU3KHUE JI03bl MTPEAOTBPAIIAIOT HEKPO3
(Gorpenchenko et al., 2012). YcToiunBOCTh KJICTOK K BBICOKOW TPAHCKPHUITIIMOHHON
akTUBHOCTH IOIB mpu coBMecTHO# skcnpeccuu ¢ reHoM FOlIC, BeposTHO, CBsi3aHa ¢
JNeHCcTBUEM JBYX (DaKTOpOB: aKTHUBAllMC TEHOB AHTUOKCHJIAHTHOW 3alllUTHl U
cHIKeHHEM ypoBHs ADK.

C ¢dwusuonornyeckord TOYKH 3peHUsi Takoil 3ddekt rolB momoben deHnomeny,
U3BECTHOMY KaK CTpecCcOBas aKKJIMMAaTHU3allHsl WK, TOYHEe, CUCTEeMHas MPUOOpETeHHAs
akkimnMaruzanusa (Mullineaux et al., 2000; Gechev et al., 2006). Bo Bpems ctpeccoBoi
aKKiIMMmaru3anuy, Bbi3BaHHOM  A®K, pacteHuss  BbIpaOaThIBalOT  KaTajasbl,
ackopOatnepokcunassl U apyrue gepmentsl (Gechev et al., 2006). D10 npuBoauT K
(GbOpMHUPOBAHUIO YCTOMYMBOW aHTUOKCHUJAHTHOM 3aIlUTHl PACTEHUM OT IMOCIEIYIOIIUX
CTPECCOB.

Eme omHoO#t ocoOeHHOCTBIO FOIB sBIsieTCST TO, YTO OSTOT TeH aAKTUBUPYET
HKCIIPECCUI0 TEHOB, Koaupyromux nepokcuaassl Il kmacca, u moBbImaeT OOIIYIO
aKTUBHOCTH MEPOKCHIa3 B TpaHCPOpMHUpOBaHHBIX KieTkax (Shkryl et al., 2013). Dror
s ekt KoppenupoBald C YPOBHEM OHKCIPECCHMH TpaHCTeHa W HaOMIoJalIcs y BCeX
W3YYCHHBIX BHJIOB pacTeHul, skcrnpeccupyronmx rolB. ITpu atom ren rolC He BiuserT
HU Ha DKCIPECCHI0, HU Ha akTHUBHOCTH mepokcuma3 (Veremeichik et al., 2012).
Dkcmpeccusi M aKTMBHOCTh — NEPOKCHIa3 He u3MeHsuiack u B PRIA4-
TpaHCHOPMHUPOBAHHBIX KaJlTycax, 9TO yKa3bIBacT Ha COBOKYTTHBIN
ypaBHOBeMBaromuii g ekt reno rol va sty rpynmy dpepmenron (Veremeichik et al.,
2012). buonoruueckoe 3HaueHHe HaOmomaeMoro rolB-crumynupytomiero s¢dexra B
HACTOsAIIEE BpeMs HEsICHO. BHekieTounble nepokcuaasel 111 kinacca sSBISIOTCS Ba)KHBIM
(GakTOpoM CBsI3aHHBIX C MAaTOreHe3oM OenkoB cemeiictBa PR-9 m yuyacTByrOT Kak B
peryysiiiui ypoBHs BHeksieTouHoro H»O,, Tak m B OuocuHTe3e MOIU(EHOIBHBIX
¢dutoanekcunoB (Almagro et al., 2009). Bepositao, rolB moxeT y4actBoBaTh B 000MX

ATUX TMpoIleccax 3aIeUCTBYS IAHHBIN Kjacc (PePMEHTOB.



213
3.4. Bnusinue renosB rol na sxcnpeccuio renos HAJI®H-oxkcunassl (Rboh)
3.4.1. Unenrnduxkanus n anaans renoB Rboh B pacrennn Rubia cordifolia

['omomnoru okcupaassl pecrmparopHoro B3peiBa (Rboh, ot anrn. respiratory burst
oxidase homolog), kortopeie sBistoTcs cnenupuuabiMd  HAJIPH-okcumazamu
pacTeHui, oTBeuaroT 3a oopazoBanne ADK kak B HOpMajabHBIX YCIOBHUAX, TAK U B OTBET
Ha ctpeccoBble ¢akTopbl (Chu-Puga et al., 2019). [{nsg unentudukanuu reaos Rboh B
reamome R. cordifolia, mpoogunu ITLP ¢ ucnonp3oBaHreM BBIPOXKICHHBIX IIPaliMEPOB,
COOTBETCTBYIOIIUX KOHCEPBATUBHBIM YYacTKaM W3BECTHBIX TOMOJIOTOB W3 JPYTUX
pactenuii. Bcero Owuio mnpoananuszupoBaHo 159 xmonoB kJIHK, uTo mo3Bosuio
uaeHTUGuIMpoBaTh (parmMentel Tpex uszopopm HAJIPH-okcumaz R. cordifolia
(RcRboh1-RcRboh3). C mnomompio meroma RACE TILIP Obud  yCTaHOBIICHBI
oJIHOpa3MepHbIe mocienoBaTebHOCTH reHoB RCRbohl, RcRboh3, a takke vacts 3'-
yuactka RCRbONh2, xoropweie Obim nmenonupoBansl B 0a3y maHHbIXx GenBank c
HoMmepamu jgoctyrma KP987238, KP987240 u KP987239, cootBercTBenHo (Veremeichik
etal., 2016).

AMUHOKUCIIOTHBIE — TocheaoBaTenbHocT  OenkoB  RcRboh  cpaBHuBamu ¢
M3BECTHBIMHA TOMOJIOTAMH U3 Pa3HbIX PAaCTEHUM C ucnoiab3oBaHueM airoputma BLAST.
OTOT aHanu3 IIOKa3an, 4To OmrmkanmmMmu romojioraMd RcRbohl ¢ maeHTHYHOCTEIO
74% snsrores 6enkn NtRbohD u3 Nicotiana tabacum (momep moctynma B GenBank
ABN58915) u StRbohC u3 Solanum tuberosum (Homep noctymna B GenBank GenBank
BAE79344). benox RcRboh2 okazancs o6muzox HAJIDPH-okcumazam w3 pacTeHHit
Coffea canephora (momep moctyma B GenBank CDP03040, 80% wWIEHTHYHOCTH) U
Vitis vinifera (momep goctyma B GenBank XP 002277540, 74% WACHTUYHOCTH).
'omonoramu RcRboh3 seisirorest 6enku u3 C. canephora (romep poctyna B GenBank
CDP03040, 85% wunentnunoctr) u Citrus sinensis (somep mocrynma B GenBank
KDO76360, 81% wunentuynocTH). [ToCKONbKY MONBITKA UACHTU(PUIUPOBATH MOJIHYIO
nocjaenoBaTeIbHOCTh TeHa RCRDON2 He yBeHuanmch ycmexoM, JalibHEHIIee
UCClieIoBaHke BKITIOYaIo Tojbko u3odopmel RCRbohl u RcRboh3.

Tpauckpudbupyembie yactu reHoB RCRbohl u RcRboh3 cocrasnsiror 2784 n.H. u

2823 n.H., conepxar 5'- u 3'-HTII, u xogupyrot noaunentuasl AyuHo 927 u 929 a.o.,



214
COOTBETCTBEHHO. AMHUHOKHUCIOTHBIE TMoOcienoBaTeabHocTH 00enx uzodopm RcRboh
BKJIFOYAIOT IIUTO30JIbHBIM N-KOHIIEBOM JOMEH, COJEpKAIlUM JBAa CailiTa CBA3bIBAHUS
nonos Ca®* tuna “crmpanb-nems-ciiupans” (EF-pyku) (BBIIENEHBI MOXYEPKHYTHIMH
npsmoyroibHukamMu Ha Pucynke 45). O6a motuBa EF-pyku cocroar u3z 29 a.o.,
pa3eIeHHBIX ~ y4acTKOM U3 15 a.0., ¥  COOTBETCTBYIOT  KaHOHUYECKOU
MOCJIEIOBATEIbHOCTH, BKJItOYass WMHBapuaHTHBIM rimnuH (G, Pucynok 45), ocrtatku
INIyTaMHUHOBOM WJIM acliaparuHOBOM KHUCJIOTHI (z, PucyHok 45), uzoneiun (I, Pucynok
45) u runpodobHbIe octaTtkm (n, Pucynok 45) (Nakayama and Kretsinger, 1994; Oda et

al., 2010).

R.cordifolia-Rboh3 MNK-DKHIREGTLPRSLQASEEFVEVTLDLQDDDTIIVRSVEPA--—--~--~ VAATGSGIDSNDVTLLTA----GALGIGVETPSSTSRSPTIRRSSSNRLRQFSQELKAEAKAKAR -~~~ 104
4. thaliana-RbohF MKPFSKNDRRRUSFD SV SAGKTAVGSASTSPGTEYSINGDQEFVEVTIDLODDD TIVLRSVE PATAINVIGD ISDDNTGINTPVSISRSPTMKRTSSNRFROFSQELKAEAVAKAKQLSQ 120
R.cordifolia-Rbohl ----MYR-MHKNNSMDIQ-------~ HRNRHSDSEPLNYS GPLTK--KGGG SGS5SKKSARFNIPGDMASSSTNSGDDAYVEITLEVSDDAVAVHSVK 83
4. thaliana-RbohD ----MKM-RRGNSSNDHELGILRGANSDTNSDTESIASDR---—-------- GAFSGPLGRPK----------] RASKKNARFADDLPKRSNSVAGGRGDDDEYVEITLDIRDDSVAVHSY 93
R.cordifolia-Rboh3 ASTSSGTGLESA--LA--ARAMRKQRAQLDRTRS GAQKALRGLKFID SKSKTNANGVDAWSEVONNFYKLAKDGYLFRCDFAEC 200
4. thaliana-RbohF -NQSGGAGGGLYN--SALEARALRKQRAQLDRTRS SAQRALRGLRFISNKQKNVD GUND V(5 - - - -NFEKFEKNGYIVRSDFAQC 220
R.cordifolia-Rbohl RNASSKFEHFSQELKRLASFSRRPQMGKYDRTESALAHALMGLKFISKT - -DGAAGWAA-VEKRFDDLTKDNGGLLPRSQFWEC 190
4. thaliana-RbohD QQAAGGGGHLED PELALLTKKTLES SLNNTTSLSFFRSTSSRIKNASRELRRVFSRRPSPAVRRFDRTS SAATHALKGLKFIATK--TAAWPAVDQRFDKLSA-~--DSNGLLLSAKFUEC 208
-n--nn--nx-y-zG6-Ix--zn--nn--n -n--nn--nx-y-zG6-Ix--zn--nn--
R.cordifolia-Rboh3 IGIRG-SNEFALEFUGELSRRRRONVEKIGREELYEYWSQITDESFD: ASANKLSRLKEQAEHYACLFMEELDPERLGYIELWQLETLLIQ| 318
4, thaliana-RbohF IGMKD-SKEFALELFDALSRRRRLKVEKINHDE LYEYWSQINDESFDSRLAIFFD IVDKNEDGRITEEEVKE ITML JASANKL SRLKE QAER YAALTMEELDPERLGYIELWQLETLLIQ| 338
R.cordifolia-Rbohl IGMNKE SKDFAGELFDAMGRRRNIVGD SINKSQLKD FWEQMSDQSFDTRLATFFDMVDKDADGRISEEEVKEITSLAASANKL SNIQKQADE YAALTMEELAPNNKGYILLENPEMLLLQ| 310
4. thaliana-RbohD LGMNKE SKDFADQLFRALARRNNVSGDAITKEQLRIFWEQISDESFDAKLQVFFDMVDKDED GRVTEEEVAETTSLASANKL SNIQKQ. 328

n
K DTYLNYSQAMSYTSQPLSQNLOGLRKRSPFTRMS TKFAYWVQENVRRIUVLTLUVL IMAGLFTWKFFQYKQKAAFEVHGYCVLTAKGAAETLKFNMALVLLPVCRNTITULRST-RLG

R.cordifolia-Rboh3 437
4. thaliana-RbohF RFDTYLNYSQALSYTSQALSQNLQGLRGKSRIHRMS SDFVY IMQENUKRIWYL S LWININIGLFLUKFFQYKQKDAFHVMGYCLLTAKGAAETLKFNMALILFPVCRNTITULRST-RLS| 457
R.cordifolia-Rbohl APHTAKHVRRE SKVNS QML SQKLKPTLDHNVVRRUFEE FRYFLVDNWQRIVVLALWIGVHAGL FAYKY IQVKNRAAYEVMGYCVS LDKGGADTTKLNMALILLPVCRSTITUL 430
4. thaliana-RbohD APNQ-5VRMGDSRILSQMLSQKLRPAKE SNPLVRUSEKIKYFILDNWQRLWIMMLWLGICGGLFTYKFIQVKNKAAY GVMGYCVCVAKGGAETLKFNMALILLPVCRNTITWL 447
R.cordifolia-Rboh3 PFDDNINF;RTIAAGIWGVIL;AGNHLACDFPRLIHISDVTYEFYLIND—FGPHKPHY'IDLVGGIEGLTGVLMVIH{AIAFTLATRUF’RRSLVKLPKPLDRLTGFNAFUYS?]HLIV 556
4. thaliana-RbohF PFDDNINFHKTIAGAIVVAVILHIGDHLACDFPRIVRATEYDYNRYLFHY-FOQTKQPTYFDLVKGPEGITGILMVILMIISFTLATRWFRRNLVKLPKPFDRLTGFNAFUYSHHLFV 576
R.cordifolia-Rbohl PFDDNLNFHKVIATIATALGVGIHAIAHLTCDFPRLIHASPEKY--APTHOFFGDQPKINYWHFVKSVEGVTGIVMVYLMATAFTLAS PWFRRNKLNLPKPLKRLTGFNAFWYSHHLFI 548
4. thaliana-RbohD PFDDSLNI"HKVIASGIVVGVLLHAGAHLTCDFPRLIMDEDTYEP}{EKY——FGDQPTSYIA]'[-IFVKGV‘EGDTTGIV}IVVLMAIAFTLATPIJFRRM{L;JLPNFLIG{LTGFNAHIYﬂi}ILFI 565
R.cordifolia-Rboh3 IWILLLI;GMFLYLV}H{UYLKTT[MYLAVPVLLYAGERILRFFRSGFYPVRLLKVAIYPGNVLTLQMSKPPQFRYKSGO‘H’[WQCPAVSPFEU PGDDYLSIHIRQLGDUTQ 676
4. thaliana-RbohF IVYILLILHGIFLY FAKPUYVRTTWMY LAVPVLLYGGERTLRYFRSGSYSVRLLKVAIYPGNVLTLQMSKPTQFRYKSGQYMFVQCPAVSPFET) PEDDYISIHIRQLGDUTQ 696
R.cordifolia-Rbohl IVYALLIVHGYKLYLTHDWQKKTTWMY LAVPLALYTGERLIRAFRS SIKPVNILKVAVY PGNVLALHMSKP QGFKYKS GQYMFVNCAAVS P FET) PRDEYLSVHIRTLGDWTR 668
4. thaliana-RbohD IVYALLIVHGIKLYLTKIUYQKTTWMYLAVPILLYASERLLRAFRS SIKPVEMIKVAVY PGNVL S LHMTKPQGFKYKS GQFMLVNCRAVSPFET] PGDDYLSVHIRTLGDWTR 685
C
R.cordifolia-Rboh3 ELKRVFSEACEPPMAGKSGLLR VLLLVGLGIGATPFISI LLNNIVRMEEQNDAATDSSSRSDMSSGSSTPSLNKVSPKRKK 789
4. thaliana-RbohF ELKRVFSEVCEPPVGGKSGLLR VLLLVGLGIGATPFISI LLNNIVEMEE----- HADSISDFSRSSEYSTGSNGDTPRRER 804
R.cordifolia-Rbohl QLRAVFSEVCQPPQTGKSGLLRFEPDHLEGGLEY SPNFPKVMIDGPYRAPAQDYRKYIVVLLVGLGIGATPMIST IVNN-MKAIDEEEQALENGGATPPNSSPLTQKRKGAASGSGG 787
4. thaliana-RbohD KLRTVFSEVCKPPTAGKSGLLR---ADGGDG---NLPFPKVLIDGPYGAPAQDYKKYLVVLLVGLGIGATPMIST IINN-MKGPD---=-~-] RDSDIENNNS - —=======~ NNNSK 781
R.cordifolia-Rboh3 PLRTTNAYFYWUVTREQGY IRVRTHFAKPNWKKVL SKLCTKHANART 909
4. thaliana-RbohF ILKTTHAYFYWVTREQGS IRVRTHFARPNWKKVLTKL S SKHCNART 924
R.cordifolia-Rbohl NFKTKRAYFYUVTREQGH IRIKSHFAKPNURNVYKRIALNHKD QR 907
4. thaliana-RbohD GF‘K’I}KAYFYUVI‘REOG‘ FEWFKGIMPEISELDEEGIIELHNYCTSVYEEGDARVALIAMLQSLQHAKNGYDVVSGCTRVKSHFAKPNURQVYKKIAVQHP GKR] 901

L e

cordifolia-Rboh3
thaliana-RbohF
cordifolia-Rbohl
thaliana-RbohD

LCQHYNQRGSTRFEFHKEHF 929
LCNTFNQKGSTKFEFHKEHF 944
LASHFSRKSDTKFEFHKENF 927
LALYFSRETTTKFDFHKENF 921

Pucynok 45 — BolpaBHUBaHNME U aHAJIW3 aMUHOKHUCIIOTHBIX MOCIEA0BATEIbHOCTEN
Rboh w3 pacrenuit A.thaliana and R. cordifolia. Motusl EF-pyk o00603HaueHBI
MOJUEPKHYTBIMUA PSAMOYTOJIbHUKAMH, JOMEHbI cyObeauHuibl gp91P'®™  prieneHsl
MPSIMOYTOJIbBHUKAaMU ¢ HoMepaMmu 1—4, callT cBsi3bIBaHUs (hJIaBUHAICHUHIUHYKICOTH 1A,
MOTHB 2, a Takke canThl cBs3biBaHus HA JIOH-pu6o3sr 1 HAJIOH-aneHnHa BBIACICHBI
npsMOYTroJibHUKaMu ¢ OykBamu A—D. DyHKIIMOHAIBHO 3HAYMMBIE KOHCEPBATHUBHBIC
amuHOKUcIoTHEIE ocTaTkn HAJIOH-okcuma3 0003HaueHBI 3BE3J0YKAMH HJIM TOUYKAMU

(*, *).
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JlomeHbl, OTBeyaIMe 3a B3aUMOJEHCTBUE MEMOPAHHOW M IUTO30JIbHOU
cyowseaunun gp91P'* u p47P"™* HA JIdH-okcunasel miuekonuTaronmx (De Leo et al.,
1995, De Leo et al, 1996), Takke oOKka3aauch KOHCEPBATUBHBIMH B
MOCJIEI0BATEIBHOCTAX Rboh A. thaliana u R. cordifolia (BBIICIICHBI
npsMOYroJibHUKaMu ¢ Homepamu 1—4, Pucynok 45). JlaHHOE€ CXOACTBO IO3BOJISET
MPEANOJIOKNTh, YTO PACTHUTEIbHBIE TOMOJIOTH OKCHAAa3 PECHHPATOPHOTO B3phIBA
B3aUMOJICUCTBYIOT C AHAJIOTMYHBIMU ITUTO30JIbHBIMU PETYISTOPHBIMU KOMITOHEHTaAMHU
(Keller et al., 1998). Yetplpe rucTHAMHOBEIX ocTaTka (*, PucyHok 45), HeoOXoMuMbIe
JIs CBA3BIBAHMA TeMa B JposokeBoit  Fe®'-pemykraze u  gp91PM%  uenosexa,
koHcepBaTuBHBI B Rboh pacrennii (Finegold et al., 1996). B unentuduiupoBaHHbIx
nocienoBateabHOCTSIX RcRbohl u RcRboh3 nmpucyTcTByOT KOHCEpBAaTUBHBIE OCTATKU
Pro415 u Asp500 Gemka Gp91P' yuactsyromue B N-TIMKO3HIMPOBAHUM Oelka
(s, Pucynok 45). Takxe O0OHapyXeHbl W THIIMYHBIC JUII OKCHIOPEIYKTa3 CalT
CBSI3bIBaHMS (DJIaBUHAICHUHIAMHYKIEOTUA, MOTUB 2, caiiTel cBsi3biBanust HAJ[DH-
pubo3st u HAJI®H-agenuna (BbleneHbl NOpsiMOyrojibHHUKamMu ¢ OykBamu A-D,
Pucynok 45) (Keller et al., 1998).

dochopunrpoBanre N-KOHIIEBBIX 0CTaTKOB Ser82 u Ser97 urpaet BaxXHyIO poJib B
¢bynkunonupoBanun HAJIOH-okcunas (Kobayashi et al.,, 2007; Kobayashi et al.,
2012). IIpu sTom octatok Ser82 sBiSIETCS KOHCEPBAaTUBHBIM y BCEX MpEICTaBUTENCH
Rboh, Torna kax ocratox Ser97 xapakrepeH s n30GOpM, YIaCTBYIOIIMX B OTBETE
pacTeHuil Ha cTpeccoBble pakTopbl. K cTpecc-akTUBUpYyEMbIM H30(pOpMaM OTHOCUIIUCH
takue Oenku kak StRbohB-StRbohD, NbRbohB, NtRbohD, AtRbohD, a Ttaxxe
uzopopma RcRbohl R. cordifolia (rpymma I, Pucynokx 46). M3odopma RcRboh3,
StRbohA u NbRbohA saBnsitorcst koHcTuTyTHBHBIMU HAJIOH-0KCcHaazamu (rpynmna II,
Pucynox 46). AMHMHOKHCIOTHBIE OCTaTKd, Quankupyroomme Ser82 u  Ser97,

KOHCEepBaTUBHBI B rpynmne I, Ho He B rpyne I



216
oS =B ®--B-S

NbRbohB | SLVRNASSRIRQVSQELRRLAS
NtRbohD | SLVRNASSRIRQVSQELRRLAS
StRbohC | SLVRNASSRIRQVSQELKRLAS
RcRbohl | SMVRNASSKFKHESQELKRLAS I
AtRbohD | SFFRSTSSRIKNASRELRRVES
StRbohB | TLGSQLSFHLRQVSKELKRMTS
NbRbohA | TIRRSSSSKLRQFSQELKAEAV
StRbohA | TMRRSTSNKLROQFSQELKAEAVII
RcRboh3 | TIRRSSSNRLRQEFSQELKAEAK

Pucynox 46 — BripaBHuBaHue u aHaian3 N-KOHIIEBBIX yyacTkoB Rboh pacrenuii
R. cordifolia,  A.thaliana,  N. benthamiana, = N.tabacum u S.tuberosum.
[IpsAMOYTOJIBHUKHA  YKa3bIBalOT IHpeackasaHHble  MortuBbel-mumieHn CDPK. O,
ruapodoOHas aMUHOKHCIIOTA;, S, cepuH; B, ocHoBHas amuHokucioTa. ['pynmnel 1 u 11
COOTBETCTBYIOT CTPECC-aKTUBUPYEMBIM U KOHCTUTYTHMBHbIMU u30hopmam HAJIDOH-
okcupa3 (Kobayashi et al., 2007).

MerogoM  MakCHMaJIbHOTO  TPaBAONOAO0WS  OBLIM  MPOaHATM3UPOBAHBI
(bUIOreHETUYECKUE OTHOIICHHUS MEXKIYy aMUHOKHUCIOTHBIMHM TIOCJIEIOBATEIHLHOCTSIMU
RcRboh u wux romomoraMu wu3 pa3nmu4HbIX BUAOB pacteHuit (Pucynox 47).
dunoreHeTUUeCKU aHaim3 mnoarBepauwn pasnaenenue HAJ[PH-okcumaz Ha jaBa

kinacrepa. Ilpu »stom wu3zodpopma RcRbohl oTHOcwmace k kmactepy cTpecc-

akTuBHpyeMbIX, a RcRboh3 — koHcTUTYTUBHBIX H30(OPM.
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Pucynok 47 — Kiagorpamma, TolydeHHas B pe3yJibTare — aHaum3a
aMUHOKHCIIOTHBIX —IociiefoBareabHocTeld nu3odopm Rboh pacrenmii R. cordifolia,
A. thaliana, N. benthamiana, N.tabacum, S.tuberosum, R.communis u O. sativa
METOJIOM MakcuMalibHOro TmpaBaonoaodus (MII) B mporpamme Phyml (6ytcrpen-
ananu3, 300-kpatrHoe moBTOpeHue). Homepa gocTyma mociaeqoBaTENbHOCTEH B
GenBank mnpuBeneHsl mocie CoOKpamieHHbIX HaszBaHuil uzopopm Rboh. M3odopmer
HAJI®H-okcuaas u3 R. cordifolia, unentuduimpoBannbie B JaHHOH pabOTE, OTMEUEHBI
TOYKAMH.

3.4.2. Biusinue cTpeccoBbIX (paKTOPOB Ha IKcnpeccuio renoB Rboh B
KaJTycHol KyJabType Rubia cordifolia

YToOBl TMOMYYUTh IKCIIEPUMEHTATBHOE TMOATBEPKICHUE ydacTus u30(PopM
HAJI®H-okcuaa3 R. cordifolia B oTrBeTe Ha CTpeccoBbie CTUMYJIbI, OBLIO HM3YYECHO
BIUSHAC METWJDKAaCMOHATa, TEMIIEPATypHOTO W COJICBOTO CTpecca Ha DKCIPECCHIO
reioB RCRbohl wm RcRboh3 B koHTponbpHOH KammycHOH KynbType R. Bbuio
YCTaHOBJICHO, YTO INPH IMOHM)XCHWW W TOBBIIICHUU TEMIIEPaTypbl KyJIbTHBHPOBAHHS
KJIeToK, akcnpeccuss RCRbohl moskimanace B 1,7 u 1,8 pa3a, COOTBETCTBEHHO, B TO
BpeMsi KaK COJICBOM CTpecC MW METH/DKACMOHAT HE OKas3bIBAIM BIMSHHS Ha

TPAHCKPHIIIMOHHYIO aKTHBHOCTh JaHHOH M30(opMbl. YpoBeHb dKkcnpeccur RCRboh3

NP WM3YYCHHBIX BO3JEHCTBHSIX JOCTOBepHO He wusMeHsuics (PucyHok 48). DOtm
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pe3yabTaThl Toka3anu, uro RCRDOh1 mokeT urparh BakHyH poJib B peakiuu Ha

ctpecc, a RcRboh3 nmognep:xxuBaer romeocraz A®K B kierkax R. cordifolia.
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Pucynok 48 — Brnusaue metmmkacmonara (MedXXa), TeMriepaTypHOTO M COJIEBOTO
cTpecca Ha 3kcrpeccuto reHoB Rboh B koHTpobHO# KayuTycHOH KyneType R. cordifolia.
JlaHHBIE TIpeiCTaBJICHBI KaK CpeqHee + cTaHAapTHas ommOka. Pa3Heie OyKBBI Han
CTOJIOIIAMH YKA3bIBAIOT HA CTATUCTHUYECKU 3HAYMMBIE Pa3InyMsl CPeIHUX 3HaYeHUH (P <

0,05), H3P-Tect ®uiiepa.

['ensr Rboh mo-pasnomy pearmpoBanmu Ha crpeccoBeie ycnoBusa. Y A. thaliana
nuzodopma RbohD akruBHpoBanach mpeuMyIIeCTBEHHO Xooa0M, a RbohF — combro. B
kinetkax R. cordifolia Ttompko um3odopma Rbohl perymmpoBanack TemmepaTypoi, a
Rboh3 nemoncTprpoBaia MOCTOSHHYIO SKCIPECCHIO B YCIOBUSX cTpecca. PaHee ObLIO
MOKa3aHo, 4TO0 reHbl RDOh meMOHCTPHUPYIOT pasiauyHbIC MATTEPHBI SKCIPECCHH B
HOPMAaJIbHBIX YCIIOBHSIX U B OTBET HA BO3CHUCTBHE PA3IUYHBIX (PAKTOPOB OKPYKAIOIICH
cpenbt (Marino et al. 2012). B uactHoctu, AtRbohD u AtRbohF ywactByror B

xoopauHaru npoaykuuu ADK mpu ctpeccoBbix BozzeiicTBusix (Torres et al. 2002;



219
Kwak et al. 2003; Chang et al. 2016). CunbpHoe moBsIieHHe 3Kcnpeccuu rena AtRbohD
MIPOUCXOANT TIPU TEIJIOBOH 00paboTKe, a HU3Kas TeMIepaTypa BBI3BIBACT €€ CHUIKCHHE
(Suzuki et al. 2011; Chang et al. 2016). O0a renma, AtRbohD wu AtRbohF,
aKTUBUpOBaIUCh B oTBeT Ha o0pabotky NaCl, xors RbOhF okazancs wmeHee

qyBCTBHTEILHBIM K coyr (Ma et al. 2012).

3.4.3. dkcnpeccusi reHoB RDON B TpaHCTreHHBIX KYJIbTypax

beuto usydeno BimsiHue FOIC ma skcmpeccuto AtRbohD u AtRbohF, a taxke
romoJyiorndHbeix reHoB RCRbohl m RCRboh3 B tpancrennbix kympTypax A. thaliana u
R. cordifolia xak B HOpMaJIbHBIX YCIOBHUSX, TaK M IPU BO3JCHCTBUU TEMIICPATYPHOTO U
coieBoro crpecca (Shkryl et al., 2022). Ilockoyibky KOHTpoOJIbHAsi JUHHS R He
BBDKHMBaeT Ha cpene ¢ jpodasnenuem 120 MM NaCl, gannbie s kyasTyp R. cordifolia
orcyTcTBYIOT. Kak mokazano Ha Pucynke 49, yposuu skcnpeccun AtRbohD u AtRbohF
B rolC-tpancrennoii nuamm A. thaliana OsutM mpuMepHO B JBa pa3a HUXKE IO
CPaBHEHUIO C KOHTpOJbHOW KyJbTypoi. [Ipu Bozneiicteun 120 MM NaCl u Hu3KOU
temnepaTypbl Tpanckpunius AtRbohD B kamrycHo# nuHuN At yBenMuuBaioch B 2 U 3
pa3a, cooTBeTCTBeHHO. Okcmpeccus reHa AtRDOhF moBblmamace TOJNBKO —IMpU
BO3JECHUCTBUU BBICOKOW KOHLIEHTPALUU COJIM. J[pyrue CTpecCOoBbIE€ YCIIOBHUS HE OKa3aiau
CYLIECTBEHHOIO BIIMSIHUSA Ha TPAHCKPUNIMOHHYI akTuBHOCTh HAJIDPH-okcmaas
A. thaliana. ITpu sTom B kyneType ACH skcnpeccust uzopopm AtRboh moseimanace B
1,3-1,6 pa3a B OTBET Ha BCe U3YUYECHHBIEC (DAKTOPHI.

Ceepxakcnpeccust rolC B Ttpancrennoit kynbrype R. cordifolia mpusena x
JIBYKpAaTHOMY CHIDKEHHIO ypoBHS TpaHckpunuuud RCRboh3, Ho He oka3ana
CYIIIECTBEHHOI'O BJIMSHUS HA TPAHCKPHIIIMOHHYIO akTUBHOCTH RCRboh1 (PucyHok 49).
[Ipu BO3AEHMCTBUM MOHWKEHHOW WM TOBBILICHHOW TEMIIEPATypbl YPOBEHb JKCHPECCUU
RcRbohl B koHTposbHBIX KiIeTKaX yBenudmics B 1,6 u 1,8 pa3a, COOTBETCTBEHHO, TOT1a
kak no0asnenne NaCl He Bnusiio Ha skcnpeccuto 3Toi nzopopmel HA JIOH-okcrnnassi.
WHTEepecHO, YTO TeMIIepaTypHBIA CTPECC OKasaj ropasiao MEHee BhIpaKCHHBINH 3(PQeKT
Ha ypoBeHb 3kcrpeccuu RCRbohl B xammycax RCH mo cpaBHenuio ¢ junHued R, uto

MOKET CBHJIETEIBCTBOBATh O (DYHKIMOHAJIBHBIX W/WIM PEryJISTOPHBIX Pa3IUuMsIX,
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00yCIIOBJIEHHBIX BiusHHEeM TpaHcreHa. Tpanckpumuus RCRboh3 B rolC-rpancrennoi

kynbType R. cordifolia mpu u3yueHHBIX BO3IEHCTBUIX JOCTOBEPHO HE H3MEHSIACh.
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Pucynok 49 — Biusiaue rolC Ha skcnpeccuto reHoB RDOh B KayuTyCHBIX KyJIbTypax
A. thaliana u R. cordifolia. R — xonTponbHas kiaerounas nuuus R. cordifolia; RCH —
rolC-tpancrennas kierouynas jguaus R. cordifolia ¢ BbICOKMM ypoBHEM 3KCHpeccuu
TpaHcreHa; At — KoHTposibHas Kierounas gunus A. thaliana; ACH — rolC-tpancrennas
kiaerounas auaus A. thaliana ¢ BeicokuM ypoBHEM dKcmpeccuu TpaHcreHa. [laHHBIC
NPEICTABICHbl KaK cpeaHee + cTaHaapTHas omuOka. PazHbie OykBbI HajJ CTOJOLAMU
yKa3bIBAIOT Ha CTAaTHCTUYECKH 3HAYMMbIC pa3nuuus cpeanux 3Hadenuid (p < 0,05),
H3P-tect @umepa.

[TonmyyeHHbIE pe3ysbTaThl TOBOPAT 00 wuHruoOupyromem BiusHuu rolC Ha
TpaHCKpUNIMOHHYI0 akTuBHOCTh HAJ[DH-okcraa3. HecmoTpst Ha pa3nnyHOE BIUSIHUE
CTPECCOBBIX (DaKTOPOB Ha IKCIPECCHIO TOMOJOTHYHBIX m30(opm RbOh B kynbTypax
A.thaliana u R.cordifolia, mpu r00BIX BO3ACHCTBHAX WX TPAHCKPUIIIHOHHAS
AKTUBHOCTH ObLJIa 3HAYMTEIHHO TIOaBJICHA 1TOJ1 BivsiHueM TeHa rolC,

Jlanee ObL10 M3ydeHo BiusHue rolB Ha sxcnpeccuto reHoB Rboh B koHTpoIbHBIX 1
TPAaHCTeHHBIX KJIETOYHBIX KyabTypax R.cordifolia u A.thaliana (Veremeichik et al.,

2016). TpaHckpuMIIMOHHAs aKTUBHOCTH CTpecc-uHAylupyemon u3odopmber RCRbohl

ObUla 3HAYUTEILHO TMOBBIIICHA B KIETKaX, O3Kcmpeccupyrommx rolB, mpuuem B
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kyapTypax RBM u RBH HaGmronmanoce yBenuueHue B 6 U 7 pa3, COOTBETCTBEHHO
(Tabmuua 15). Conepsxanne TpanckpuntoB RCRboh3 B xynerypax RBM u RBH Ttakike
YBEIIMYMIOCH M TPEBBIIIANO 3HAYCHHsS KOHTPOJBHOW KyJIbTypel B 3 u 4 pasa,
COOTBETCTBEHHO.

Takas xe TeHaeHUsa n3MeHeHus ’xcnpeccurt HA JIOH-okcuaasz Habnroganace v B
kynbrypax A.thaliana (Tabmuma 15). B mmanssx ABL m ABH TpaHCKpUIITMOHHBIHA
ypoBenb redHa AtRbohD yBemuumics B 2,5 u 3 pasa, Torna kak tpanckpunmus AtRbohF

YBEJIUYMIIACh B 4 ¥ 7 IO CPaBHEHMIO C KOHTPOJIBHOM KYJIbTYpO, COOTBETCTBEHHO.

Tadamuma 15 — Dkcnpeccus reHoB Rboh B koHTponbHbIX 1 IOIB-TpancreHHBIX

KaJuTycHBIX KynbTypax R. cordifolia u A. thaliana
R. cordifolia A. thaliana

R RBM RBH At ABL ABH

RcRbohl AtRbohD

0,101£0,002¢ | 0,576+0,036° | 0,691+0,012% | 0,242+0,019¢ | 0,615+0,024° | 0,803+0,062?
RcRboh3 AtRbohF

0,132+0,002¢ | 0,399+0,019° | 0,521+0,003% | 0,119+0,011¢ | 0,432+0,043" | 0,801+0,025?

R — xonrpompHast wierouHas juHus R.cordifolia;, RBM u RBH - rolB-
TpaHCreHHble KietouHble juHMU R. cordifolia ¢ ymepeHHBIM W BBICOKMM YpPOBHEM
9KCIIPECCHH TpaHCreHa; At — KOHTpoibHas Kierounas aunus A. thaliana; ABM u ABH
— rolB-tpancrennsie kietounbie uHud A. thaliana ¢ yMepeHHBIM U BBICOKUM YPOBHEM
9KCIPECCHH TpaHCreHa. JlaHHbIC MPEICTaBICHbI KaK CpeIHee + cTaHaapTHas OIIMOKa.
PasHble HAACTPOYHBIC OYKBBI YKa3bIBAIOT HAa CTATHCTUYECKM 3HAYUMBIC Pa3IAUHS
cpenHux 3HaueHui B ctpokax (P < 0,05), H3P-rect @umepa.

Anamu3 IlupcoHa BBISBHI BBICOKYIO KOPPEISAIHOHHYIO 3aBHCHMOCTD MEKIY
ypoBHeM 3kcrpeccuu rolB u skcnpeccueii renoB RCRbohl u RcRboh3 (r = 0,89, p <
0,01 ur =0,92, p < 0,01, coorBercTBeHHO), a Takxke redoB AtRbohD u AtRbohF (r =
0,85, p<0,0l ur=20,96, p<0,01, cooTBETCTBEHHO).

B mpeapiayniux SKCIEpUMEHTaX ObLI0O OOHApPYXKEHO, YTO HWHAMBHIYyadbHAs
sxcrpeccust rolC u rolB mpuBOAWT K aKTHBAIMKM M ITOJABJICHUIO TPAaHCKPHITIIHOHHOM

aktuBHOCTH TeHOB RboOh, coorBercTBeHHO. UTOOBI BBIACHWUTH, OyayT Ju TeHbI IOl

MPOSIBJISITH JTAaHHBIE CBOMCTBA B coctaBe ucxomuoit T-/IHK, Owputa mpoananmsupoBaHa
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skcpeccusi TeHoB HAJI®H-okcumaz B pRiA4-tpanchopMupoBaHHOW —KyJIbType
R. cordifolia (Pucynok 50). TpaHCKpHIIIMOHHAs aKTUBHOCTH CTPECC-HHIYLMPYEMOM
nzopopmel RCRboh1l Opima HeMHOTro mMOBBIIEHA B TPAaHCTEHHBIX KIETKaX, HO 3TO
pasMume He SBJSUIOCh cTaTucTHUecku 3HaunMbiM (Bulgakov et al., 2013). Conepxanue
tpanckpuntoB RCRbOh3 B kynbeType RA4 cHusminocs B 1,4 pa3a o cpaBHEHUIO C JIMHEH
R.
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Pucynok 50 — Biusiaue tpanchopmarmu R. rhizogenes A4 Ha skcripeccrio reHOB
Rboh B kammycHo# kyiasType R. cordifolia. R — koHTponbHas kirerounas auHus; RA4 —
PRiIA4-tpanchopMupoBaHHas KiIeToYHas JIMHUSA. JlaHHBIC TIPEJCTaBICHBI KaK Cpe/IHee
+ craHmapTHas ommoOKa. Pa3Hpie OyKBBI HaJl CTOJIOIIAMH YKa3bIBAIOT HA CTATHCTUYCCKH
3HauUMMBbIe pa3nuuus cpeaHux 3Hadenuit (p < 0,05), H3P-tect ®umiepa.

Takum  oOpa3zom, MmO  xapakrtepy  dkcmpeccun  u3odpopm  RcRboh,
tpanchopmupoBanubie R. rhizogenes A4 kmetku R. cordifolia B Gosbieit creneHu
cxoxku ¢ rolC-tpancrennpiMu  KynbTypamu. CTOUT 3aMETHTh, YTO YPOBEHBb
tpanckpuniuu rera rolC B muauun RA4 moutu B 2 pasa npessimaet rolB (Shkryl et al.,
2008). B pRiA4-TpanchopMHpPOBAaHHBIX KJIETKaX, BEPOSITHO, YCTAHABIMBAETCS TaKON
O0ajaHC  TPAHCKPUNIIMOHHONW  aKTHUBHOCTH TpPAHCTEHOB, mpu KotopoM rolC
KOMITCHCHPYET HerathBHOe BiusiHue r0IB. He wuckiroueHo, 4TO 3TO COOTHOIICHHE B
OIPEJICIICHHBIX YCIOBHUSX MOXKET CIBUTATHCS B Ty WM UHYIO CTOPOHY IO JICHCTBUEM,

HAIMpUMeEpP, CTPECCOBBIX (PAKTOPOB WM TOPMOHAIBHBIX CUTHAJIOB, OJHAKO JAHHOE

MPEANoJoKeHne TpeOyeT JaTbHEUIIIEr0 BCECTOPOHHETO U3yYCHHUS.
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3.4.4. O0cy:KneHHe Pe3yJIbTATOB 10 BJIUAHUIO TeHOB 0l Ha reHbI
HAJI®H-okcnaasbl

beictpoe Hakomienne A®K sBnseTrcs OAHMM M3 CaMbIX PAaHHUX COOBITHI B
KJIETKax pacTeHHH B yciioBusax crpecca (Baxter et al., 2014; Mittler, 2017), u pactenus
UCTIONB3YIOT IIUPOKHUMA CHeKTp (epmMeHTOB, KoTopble reHepupyror ADK, Takme kak
aMHHOOKCHIA3bl, Tmepokcuaasel Il kmacca, JIHMNOKCUTEHA3bl, XWUHOHPEAYKTA3bI,
okcanatokcuaaszsel 1 HAJI®H-okcuaaser (Marino et al., 2012). Ilpu stom HAJI®PH-
OKCHJIa3bl, U3BECTHBIE TAK)KE KaK TOMOJIOTH OKCHa3bl pecrimparopHoro B3peiBa (Rboh),
CUMTAIOTCS OCHOBHBIM HcTOYHMKOM A®K mnpu pocre u pa3BUTUU  KIETOK,
OKHUCJIUTEIIbHOM MOBPEXKICHUU U MEXKKIIETOUHOM B3aumosericteun (Wang et al., 2018).

B npenBapuTenbHBIX SKCIEPUMEHTAX OBLIO YCTAHOBJIIEHO, YTO WHTHOUTOP
HAJI®H-okcunasel  audeHUICHUOMOHUS XJIOPUA HE BIUAET Ha TMPOIYKIIHIO
anTpaxuHOHOB B r0IC- u rolB-skcnpeccupyromumx kamrycax R. cordifolia, uro
yKa3bIBAa€T Ha TO, UTO MHAYKIMS OMOCHUHTE3a BTOPUYHBIX META0OJUTOB B TPAHCTE€HHBIX
KylbTypax He cBsa3aHa c aktuBanumeil HAJ[OH-okcuIasHOro CUTHAJIBHOTO IIyTH
(Bulgakov et al., 2003). ITpu 3ToM JaHHBIA HHTHOUTOP CXOJIHBIM 00Pa30M yrHETAI POCT
KOHTPOJbHBIX M FOIC-TpaHCTeHHBIX KajUTyCOB, HE BIHMsS MPH 3TOM Ha pocT rolIB-
JKCIIpeccUupyrome KkierouHod JHUHUM. CTOUT OTMETUTh, YTO, XOTS peanu3anus
HAJI®H-okcnma3-He3aBUCUMBIX 3aIIATHBIX PEAKIHUHN SBISETCS PEAKUM SABJICHUEM, STOT
dbenomen 6611 panee onmcal B surepatype (Cho et al., 1988; Sasabe et al., 2000).

YcraHOBIIEHO, YTO B KJIETOYHBIX Kynbrypax A. thaliana renst Rboh
JEMOHCTPUPYIOT PA3IUYHYI0 PEaKIUI0 HA CTPECC: HAMOOJBIIUA TPaHCKPUIIIMOHHBIN
orBer u3odopmbl AtRDOND Obi1 BBIZBaH BO3AEHCTBHEM XO0J04a, B TO BpeMs Kak
nzodopma AtRbohF mpeumyriecTBeHHO pearupoBaiia Ha COJIeBOM cTpecc. Panee ObuUIO
MOKAa3aHo, 4YTO Y PACTCHHUH pPe3yXOBUAKW Tayisi 3HAUMTENbHAS aKTHBAIUS IKCIIPECCUU
rera AtRbohD mnpoucxoauna mnpu TOBBIIICHHONH TeMIieparype, TOrja KakK XOJOJ
BbI3bIBaII e cHIKeHue (Suzuki et al., 2011; Chang et al., 2016). O6a rena, AtRbohD u
AtRbohF, akTuBHpoBasKch B 0TBET Ha 00paboTKy NaCl, mpu 3TOM TPaHCKPHUIIIMOHHBIH
orBeT AtRbohF ObuT MeHee Beipaken (Ma et al., 2012). B KyJIbTHUBHpPYEMBIX KIIETKaX

R. cordifolia abuoTtnyeckre QakTOpbl OKa3ald BIUSHHE TOJBKO Ha DKCIPECCHIO
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uzodopmbl RCRbohl, B To Bpems kak Ttpanckpumius RCRboh3 He wu3mHsiach B
YCIOBUSIX CTPECCOBBIX BO3JECHCTBUNA W, BEPOSITHO, Y4YacTBYEeT B MOJACpNKAHUU
romeocTtaza ADPK B kieTkax MmapeHbl cepauenuctHoil. Takon nuddepenmanbHbii
naTTepH Jkcmnpeccun reHoB Rboh y pactenumii Oblm paHee HEOJTHOKPATHO OINKCAH B
murepatype (Torres et al., 2002; Kwak et al., 2003; Chang et al., 2016). Kaxnas
n3zopopma RBOH crnemuanmsupyercss Ha pasIWYHBIX KJICTOYHBIX MpoOIeccax |
peakIMsIX OKPYXKAIOMIeH cpelbl, YTO MPUBOAUT K JOKain3oBaHHOU reHeparuun ADK.
Ota u3bupaTenpHas aKTHBAIMS MO3BOJISIET PACTEHUSM aJaNTHPOBATh CBOM 3alllUTHBIC
peakuuu, onocpenoBanubie ADK, Kk KOHKpeTHBIM CTpeccoBbIM cTuMmysiam (Marino et
al., 2012).

B konTponsHbIX KautycHbIX JHUAX A. thaliana u R. cordifolia cpenaue 3HaueHus
ob1rero conepkanusi TpanckpuntoB Rboh O6pun B 1,7 1 1,6 pa3sa Beime, yem B rolC-
TPaHCTEHHBIX KaJUTYCHBIX JIMHUAX, cooTBeTcTBeHHO (F = 5,84, p <0,001). bonee Toro,
aOMOTUYECKHE CTPECCHI MOBBIIIATHN YPOBeHb dKcrpeccun Rboh B 2 pa3a B koHTpoIbHBIX
KJIeTKaX, TOTJa KaK B KIEeTKax, sKkcnpeccupyromux rolC, Habmoaanock MakcumManbHOE
yBennueHue B 1,4 paza. Y IMBUTEIBHO, HO BbI3BaHHOE 0B MHrMOMpoBaHue POy KITUH
A®K He ObUIO CBSI3aHO cO CHUXeHHEeM »JSKkcnpeccuu TreHoB HAJIDH-okcuaasbl.
Hanportus, B knetkax R. cordifolia u A. thaliana ren rolB yBenmuumBan xomuvectBo
tpanckpuntoB MPHK u3odopm RcRboh u AtRboh B 3—7 pa3 B 3aBucuMOCTH OT CHIIBI
skcrpeccu Tpancrena (Veremeichik et al., 2016). Takum oOpasom, rolC momaBimsieT
sKcnpeccrio TeHoB RbOh kak B HOpMaNIbHBIX, TaK M B CTPECCOBBIX YCIOBHSX, TOTA KaK
rolB nmeiicTByeT kak akTHBAaTOp OOEWMX CHUCTEM, reHepaiu U aeTokcukaimn ADPK. B
IIEJIOM, 3TH PE3YJIbTAThl SBISIOTCS €IIe OJHUM MPUMEPOM aHTaroHu3Mma reHoB rolC u
rolB, 4ro, BEpOSATHO, CIYXHT aJaNTallMOHHBIM MEXaHU3MOM, BBIPAOOTaHHBIM B

MIPOIIECCE IBOIOIMY B3aMMOOTHOIICHHUH arpo0akTepuil U paCTCHHI-X035ICB.
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3.5. Bausinue renos rol na sxenpeccuro renos Ca®'-3aBHCHMBIX
nporennknnas (CDPK)
3.5.1. Unentuduxanus u anaan3 reioB CDPK B pacrennu Rubia cordifolia

UssectHO, uto Ca?*-3aBUCHMBIC CHUTHANBHBIC IIyTH HMIPAIOT BAXHYIO POIb B
pasBuTHu 0000BO-pr3o6uanbHOrOo cumoOmo3a (Ehrhardt et al.,, 1996; Gargantini et al.,
2006; Gleason et al., 2006; Shimoda et al., 2012). IlepBsie mannabie 0 BausHUE Nod-
(axTopos Gakrepuii poma Rhizobium Ha kuHeTHKY BHYTpUKIETOUHBIX HOHOB Ca?* ObLIH
MOJTyYeHBbl Ha MOJIENIM KOpHEBbIX BosiockoB JrorepHsl (Ehrhardt et al., 1996) u daconu
oObikHOBeHHOHM (Cérdenas et al.,, 1999). Ilo3xe ObLIO YCTaHOBJIEHO, YTO Ba)XKHOE
3HAUYEHHUE B PETYJSAIUMU TPOIECCOB HOMYJSIUU HMMEIOT OTHAEIbHBIE HU30(OPMBI
KaJIbIMEBBIX  ceHCOpoB — Ca?*-3apucuMbix m  Ca?'/KanmbMOIyJIMH-3aBHCHMBIX
nporennkuHas (Gargantini et al., 2006; Gleason et al., 2006; Shimoda et al., 2012).
[TockonpKy COTIIACHO COBPEMEHHBIM MPEACTABICHUSM arpoOaKTepUu BXOJSIT B COCTaB
pa3iuuHbIX QrutoreneTudeckux rpymm poaa Rhizobium (Young et al., 2001; Velazquez
et al., 2010), R.rhizogenes MoKeT HCIIOJB30BaTh AHAJOTUYHYIO CTPATETHIO
BO3/ICIICTBUSI HA CHUTHAIbHBIE KOMIIOHEHTHI KIIETOK pacTeHUsA-Xo3suHa. Mcmomp3ys
BBIPOXKJCHHBIC MpaiiMephl K KOHCEPBATUBHBIM y4acTKaM KHMHA3HOTO JOMEHA KaJIbIUii-
3aBUCUMBIX NPOTEMHKWHA3 pacTeHuii, ¢ mnomouipto II[P OputM  mosydeHbl
cnemuduueckue pparmentsl CDPK B 06pasuax k/IHK pacTenus n KamtyCHBIX KyJbTyp
R. cordifolia. TTomy4yeHHble (parMeHTBHI, COOTBETCTBYIOIIUE IMPEANOIaracMoi JJIHHE,
ObLIM KJIOHMPOBAHbI U CEKBEHHpPOBaHbI. Bcero Obuio mpoananusupoBaHo 442 x/IHK
KJIOHa, cpean KoTopbix Obuto BbIsBIEHO 14 m3odopm CDPK. UnentudunmpoBanubie
nocienoBatenbHocTH, RCCDPK1-RcCDPK14, 6bimn nenoHupoBaHbl B 0a3y JaHHBIX
GenBank c¢ wnomepamu poctyma DQS531564, EF090621, EF090620, JQ954841,
JQ954842, JQ954843, J JQ954844, JQ954845, JQ954846, JQ954847, JQ954848,
JQ954849, JQ954850 u JQ954851, coorBercTBeHHO (Veremeichik et al., 2014).

IIpenckazannubie AMUHOKHCJIOTHEIE OCJIEAOBATEILHOCTH RcCDPK
COOTBETCTBOBAJIM  TUIMHUYHBIM  TIPEJICTABUTENISIM  CEMEWCTBA  CEPHUH/TPEOHUH-
cnenuUYHBIX NPOTEMHKUHA3 U cojiepkaiu Tpu cyogomena (V—-VII), Bkimrouas 5 u3 15

WHBapUAHTHBIX aMHHOKHCIIOTHBIX ocTaTKOB (Prucynok 51).
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Pucynoxk 51 — BelpaBHUBaHME M aHanu3 ydacTka KuHasHoro nomeHa CDPK u3
R. cordifolia. Karanutnyeckune cybmomeHsl o0o3HaueHbl puMckumu mudpamu V-VII.
3Be30YKH 0003HAYAIOT HJCHTUYHBIC OCTATKH, TOYKH U JBOWHBIC TOYKH —
AMUHOKHCJIOTHBIC 3aMEHBl C HHU3KUM M BBICOKHMM CXOJICTBOM, COOTBETCTBEHHO.
VHBapuaHTHBIC OCTATKU OTMEYCHBI )KUPHBIMH TOYKAMHU.

B Tabmuue 16 mpuBeaeHO CpaBHEHHWE aMUHOKHUCIOTHBIX MOCIEIOBATEIBHOCTEU
RcCDPK mexmy coboit. Hanbombiass cTeneHbh TOMOJIOTHH TIOKa3aHa sl u30(opMm
RcCDPK1 u RcCDPK13 (85% wunentuunoctu), a takke RcCDPK4 u RcCDPK13
(86% wunentnynoctn). Camasi HH3Kas CTENEHb TOMOJIOTHHM HaOI0Jallach MEXKIY
RcCDPK7 u mpyrumu uzopopmamu RcCDPK (49-57% wunentuunoctu). Ilpu stom
BLAST-ananu3 BbIsSIBUII BBICOKYIO cTernieHb romosioruu mexay CDPK u3 R. cordifolia u

u3 apyrux pactenuii (Tabmumna 17).
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Ta6amua 16 — [Tomaproe cpaaenre CDPK u3 R. cordifolia (% wnenTuarOCTH)

CDPK |1 2 3 4 5 6 7 8 9 10 |11 |12 |13 |14

1 100 |54 |51 |78 (64 |56 |53 |59 |67 |71 |65 |65 |85 |65
2 54 100 |65 |61 |70 (60 |53 |74 |65 |59 |69 |66 |64 |68
3 51 |65 |100 |61 |72 (58 |49 |72 |65 |62 |77 |66 |63 |73
4 78 |61 |61 |100 |62 |58 |53 |63 |65 |72 |67 |68 |86 |68
5 64 |70 |72 |62 |[100 |73 |51 |61 |58 |5 |61 |69 |61 |68
6 56 |60 |58 |58 |73 |[100 |50 |59 |5 |59 |5 |68 |58 |56
7 53 |53 |49 |53 |51 |50 |100 |53 |51 |52 |51 |56 |57 |52
8 59 |74 |72 |63 |61 |59 |53 [100 |64 |59 |69 |62 |59 |71
9 67 |65 |65 |65 |58 |56 |51 |64 |100 |58 |72 |60 |65 |68

10 71 |59 |62 |82 |56 |59 |52 |59 |58 |100 64 |60 |72 |59

11 65 |69 |77 |67 |61 |5 |51 (69 |72 |64 |100 |65 |68 |75

12 65 |66 |66 |68 |69 |68 |56 |62 |60 |60 |65 |100 |66 |65

13 85 |64 |63 |8 |61 (58 |57 |59 |65 |72 |68 |66 |100 |69

14 65 |68 |73 |68 |68 |5 |52 |71 |68 |59 (75 |65 |69 |100
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Ta6mua 17 — Cpasuenue CDPK u3 R. cordifolia ¢ ommxaiiimmmMu romoioraMu

I'en I'omouor (Homep noctyna B GenBank) %
HNACHTUYHOCTHU
RcCDPK1 Nicotiana tabacum NtCDPK8 (ADO79931) 82%
RcCDPK?2 Solanum tuberosum StCDPK (BAB63464) 85%
RcCDPK3 S. tuberosum StCDPK4 (AS5A717) 82%
RcCDPK4 N. attenuata NaCDPK8 (AB0O65099) 90%
Mesembryanthemum crystallinum McCDPK1 86%
RcCDPK5 (AAD17800)
RcCDPKG6 Vitis amurensis VaCDPK1e (ACD12690) 83%
RcCDPKY7 Agrostemma githago AgCDPK (ACB38163) 90%
RcCDPKS8 Eritrichium sericeum ESCDPK3 (ABX90022) 94%
RcCDPK9 Ricinus communis RcCDPK (EEF38301) 76%
RcCDPK10 S. lycopersicum SICDPK?24 (XP_004241403) 82%
RcCDPK11 S. lycopersicum SICDPK1 (XP_004249931) 94%
RcCDPK12 S. lycopersicum SICDPK3 (XP_004244622) 95%
RcCDPK13 Panax ginseng PgCDPK2 (ABQ18316) 98%
RcCDPK14 N. tabacum NtCDPK16 (AEY99980) 88%
dunoreHeTHUECKHE OTHOIICHUA MCIKOY AMHWHOKHCIIOTHBIMHA

nocnenoBatenbHOCTSIMU RcCDPK 1 nx romonoramMmu u3 Apyrux BUOB pACTEHUN ObLIH
MPOAHAM3UPOBAHbI C TIOMOINBIO KJIACTEPHOTO aHaldM3a METOJIOM OOBEIUHEHUS
ommxaimux cocened (Pucynok 52). IloayueHHBIH pe3ysbTaT yKa3blBacT HA HAJTUYHC
yetbipex otaenbHeix rpynn CDPK  (I-1V); rpymmer II uw III B cBowo ouepenn
pa3zeNaoTCs Ha MOATPYIIB «a» U «O». I'pynma I Bkmouaet 5 nzohopm —RCCDPK?2, 8,
9, 11 u 14. K noarpynne II-a otHocsTcs nu3odopmbl RcCDPKS u 6, a k moarpynmne 11-6
— RcCDPK12. IMoarpynmna Ill-a Bxirowaer uzopopmy RcCDPK10, Torma xak II1-6 —
RcCDPKI, 4, 13. B rpynny IV Bomien eIMHCTBEHHBIM MNPEACTABUTENb KaJIbIUN-

3aBHCHMEIX IporennkuHas u3 R. cordifolia — uzopopma RcCDPK7.
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Pucynok 52 — HeykopeHeHHoe (prutoreHeTHuecKoe JepeBo T aMUHOKHUCIOTHBIX
nocnenosareiabHocTeiit CDPK pactenmii R. cordifolia, A.thaliana u S. tuberosum,
MOCTPOCHHOE METOJIOM OO0BeAUuHEHUs Onrkailmux cocenedt B nmporpamme MEGA3.1

(OyTcTpemn-ananus, 1000-kpatHOe MTOBTOPEHUE). Homepa JOCTyma
nocienoBarenbHocTelt B GenBank mnpuBenensl mocnie HasBanuii uzodopm CDPK.
N3odopmer KaJIbIIUH-3aBUCUMBIX IPOTCHHKUHA3 u3 R. cordifolia,

UISHTU(PUITMPOBAHHBIE B JaHHOH paboTe, OTMEYEHBI TOYKaMU. Takke 0003HAUYCHBI
yeTbipe cemerictBa pactutenabHbix CDPK (I, 11, III u IV) u noarpynmnst B cemerictse 11 u
1.
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3.5.2. Bausinue MeTuJizKacMoHata Ha 3kcnpeccuro CDPK B kajutycax
Rubia cordifolia

Kacmonatet — xacmonoBas kuciota (KK) u ee npousBogHbie, Takue Kak
MetupkacMonatr (MedXKa), KacMOHOMII-M30JCHIIMH M YuUC-)KACMOH WIPalOT BaXXHYIO
pOJIb B peaKIusAx Ha CTpecc, pocTe W pa3Butuu pacteHuit (Wasternack, 2007). IIpu
3ToM mepenava curHana JKK MokeT BKIIIOYATh KaK aKTHUBAILMIO, TaK M CYIPECCHUIO
ornpeaeacHHbIX H30opM Kaibluii-3aBucuMbIX nporennkunaas (Ulloa et al., 2002; Vivek
et al.,, 2013). Kpome Toro, MeXKa yacTo HCHONB3YIOT B KadecTBE JJIMCUTOpa MAJIs
YBEJIUYCHHS MPOAYKIIMM BTOPUYHBIX METAOOIMTOB B KyJIbTYpax PaCTUTEIbHBIX KIETOK
(Zhao et al., 2005; Kastell et al., 2013). B konTponbHOi#t kayutycHol uauu R. cordifolia
no0asienne MeXKa BbI3bIBAJIO aKTUBALIMIO OMOCHHTE3a aHTPAXUHOHOB, CPABHUMYIO CO
cBepxakcnpeccueii reHoB rolB u rolC (Bulgakov et al., 2002). UToObl BBIIBHTH
uzopopmbl RCCDPK, cBsizannbie ¢ nepenadeit curaano JKK, Obu1 onpeneneH ypoBeHb
skcrpeccun reHoB RCCDPK1-14 B KOHTPOIBHOM KyJIBTYpE MPU HOPMAIBHBIX yCIOBUSIX
pocta u npu odpadotke 10 MM MeXa. Ilon neiicTBreM aiMcuTOpa SKCIPECCHS TEHOB
RcCDPK3, RcCDPK7, RcCDPK10 u RcCDPK11, ypemnuunaces B 2,8, 1,9, 1,8 u 1,7
pa3, coorBercTBeHHO (PucyHok 53). TpaHCKpUNIMOHHAs aKTUBHOCTH APYTUX T'E€HOB
RCCDPK cratuctudecku 3HAUYMMO HE OTIMYANach OT KOHTPOJsA. TpaHCKPUMITHI
nzopopmer RCCDPKG6 B ucciemyeMbix o0pasiax oOHapyKeHbI HE OBLITH.

N3BecTHO, YTO >KaCMOHATHBIM CUTHAJIMHT WIPAET BAXKHYIO POJb B PETYISIUU
B3aMMOOTHOIICHUN pacTeHuii C CUMOUOTHYECKUMU " NIaTOTEHHBIMHU
mukpoopranuzmamu (Pozo et al., 2004; Kazan and Manners 2008). B wactaHoctu, KK
UHTUOUpPYET NPOIECC KOJOHM3AIMM KOPHEBOH CHCTEMBI JIIOLIEPHBI CIab0yceueHHOU
(Medicago truncatula) a30THUKCUPYIOIUMHU MHUKOPHU3HBIMHU OaKTepUsAMHU

Sinorhizobium meliloti, mapymas B Hux Nod-3aBucumbie Toku Kanibius (Sun et al.,

2006).
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Pucynok 53 — Bousaue metrmmkacmonaT (MeXXa) Ha skcnpeccuro reHoB CDPK B
KoHTpoIbHBIX (R) kammycHbIX KyiabTypax R. cordifolia. JlanHble mpeacTaBiieHBI Kak
cpenmHee + craHmapTHas omuOka. * CTaTHCTUYECKH 3HAYMMBIC Pa3IUYUsS CPEIHHUX
snadyenuii (P < 0,05), t-rect CThiofIeHTA.

Taxke wu3BecTHO, uTO (uTONaToreHHas Oakrepus Pseudomonas syringae
CUHTE3UPYET KOPOHATUH, AKTUBUPYIOIIUN CUTHAIBHBIA Iy Th /KK, MpUBOASI TEM CaMbIM
K MOJIaBJICHUIO 3aIIUTHBIX MEXaHU3MOB UH(UIIUPOBAaHHOTO pacTenus (Abramovitch and
Martin 2004). Ponp KK Bo B3aumojeicTBUM pacTeHHIl ¢ arpoOakTepUsMH emie 10
KoHIla He ycraHoBieHa. CooOmanoch, u9to 1mramMMm R. radiobacter (panee
A. tumefaciens) C58 unayruposan Hakoruienue JXK B kierkax Ricinus communis B
TeueHue mnepBor Henenu uHpunupoBanus (Veselov et al.,, 2003). Oanako apyroe
WCCIIEIOBaHNE, TMPOBEIEHHOE C TEM JK€ IITaMMOM OaKTepHii, MOKa3allo, 4YTO Kak
ypoBenb KK, Tak u ero mnpeamecTBeHHMKa — 12-0KcO-(UTOAMEHOBOW KHCIIOTHI
(ODIK) ocraBanuck Hen3MeHHbIMU Y pacTenuid A. thaliana B Teuenue Bcero meproza
koJoHu3aruu u 3apaxenus (Lee et al., 2009). B nutepaType OTCYyTBYIOT CBEICHHS O
JTMHAMUKE HAKOIUICHUS KOMITOHEHTOB >KaCMOHATHOTO CHUTHAJIMHTA y PAaCTECHUMN-X035€B
Ha paHHUX cTagusx 3apaxenus R.rhizogenes. Tem He MeHee, MMOKa3aHO, YTO
«BoJsiocatbie» KOpHU ToMara cuHTe3upytoT KK, ODJIK u ux npou3BOHbIE, YPOBEHb
KOTOpPBIX B KJIETKax MEHSAETCS C Bo3pacToM KyieTyphl (Abdala et al., 2003).
Perynsropuast poib rol-reHoB B 3THX mpolieccax BEpOsSTHEE BCEro HE3HAYUTEbHA,
nockoJibKy KK n OD/IK okazanuce HauMeHee MOABEPKEHBI BIUSHUIO T€TEPOTOTHUHON

skcrpeccun reHoB FOlA, rolB u rolC B kynbType «Bosocateix» kopuei Centella asiatica
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(Alcalde et al., 2022). Pe3ynbraThl IpOBEACHHOIO MCCACIOBAHUS CBHAETEIBCTBYIOT O
TOM, WHAMBHAyalbHas dKcipeccus reHa rolB B kammycax A. thalaiana mpuBomut k
YMEHBIIICHUIO KOJWYECTBA asuieHOKcua-uuknazel 4 (AOC4), yyacTByomeil B
ouocunreze ODJIK (Bulgakov et al.,, 2018). beuto mnoka3zaHo, 4TO MOJABICHHE
skcnpeccun AOC1l y M. truncatula He BiuseT Ha WHIYKIHWIO WIA Pa3BUTHE
KIyOEHBKOB, XOTSI W MNPUBOAUT K cHmxkeHHio ypoBHa KK (Zdyb et al., 2011).
[Tockonbky B TeHome A.thaliana mpucyrcTByeT dYerbipe H30(GOPMBI AJUICHOKCH/I-
nmuknasel (Stenzel et al.,, 2003), momaBiacHHE OJHOM W3 HHX MOXET HE OKa3aTh
CYIIECTBEHHOTO BIMSHUS Ha B3aUMOJCWCTBHE C arpoOakrepusimu. bomee Toro,
aK30reHHBIH MeXKa okas3piBanm oaMHaKOBBIH A((EeKT Ha OMOCHHTE3 aHTPAXWHOHOB B
KOHTPOJBHOU U rol-s3kcrpeccupyronmx KynbTypax R. cordifolia, uto takike KOCBEHHO
yKa3plBaeT Ha pa3Hble IyTH TepelJadyd CUTHaJla »d3TOro (UTOTOPMOHA U
arpobaktepuasibHbix reHoB (Bulgakov et al.,, 2002). Ilpu »>ToM wuHTHOUTOP
npotenHdpocdaraspl — KaHTapUAWH, KaK OTIAENbHO, Tak M B coderanuu ¢ MeXKa
BBI3bIBAI MHIYKIIUIO HAKOIUICHUS aHTPAXWHOHOB TOJIBKO B TPAHCTEHHBIX KYJIbTypax
(Bulgakov et al., 2002). Dtu maHHBIC CBHJCTEIBCTBYIOT O TOM, YTO MEXAaHH3MBI
dochopunupoBanus u aehocHoprUIMPOBAHUS MPUHUMAIOT yJacTHE B peanu3anuu rol-
onocpenoBaHHbIX 3P¢dekToB U uTo CDPK MOryT OBITH BOBJIEUEHBI B PETYJIALMIO ITHUX

IPOIIECCOB.

3.5.3. Ikcnpeccuss CDPK B TpaHCreHHBIX KYJbTYypax

N3BectHO, uto CDPK y4acTByIOT B pEryisiiuM MPAKTUYECKH BCEX IPOLIECCOB,
KOTOPBIE OINPEACIIAIOT HOPMAJIbHBIA POCT M Pa3BUTHE PACTEHHI. DKCIIPECCUS Pa3HBIX
n30(OpM 3aBUCHUT OT TUIIA TKaHU, CTAJIUU PA3BUTHUS, TOPMOHAJIBHOTO CTAaTyCa, BHEIIHUX
CTHMYJIOB, a TaK)X¢ KOMOWHAaIUK 3TuxX U aApyrux ¢akropos (Shi et al., 2018). Bbeuio
yCTaHOBJIEHO, 4TO  HekoTopbie u3odopmer RCCDPK  umeer  pazmmunyio
TPAHCKPUIILIMOHHYIO aKTUBHOCTh B HAJ[36MHBIX OpraHax (JIMCT W CTeOelib) pacTeHUM
R. cordifolia (Pucynok 54). Yposens skcripeccun RCCDPK2, RcCDPK4, RcCDPKS8 u
RcCDPK11 6wt B 1,2—1,6 pa3a Bbillie B IMCThAX, 4eM B cTeONsIX pactenus. [Ipu satom

ypoBeHb TpaHckpuniuu RCCDPK1 6bin1 B 1,4 pa3za Bbllie B cTeOJIAX, YeM B JIUCTHSIX
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pactenuii R. cordifolia. Yposens skcnpeccun octanbHbix n3ogopm RCCDPK B nucThsx
u crebsax R. cordifolia e orTimuancs.

YrtoObl OLIEHUTH BIUSHHE TpaHChopManuu TUKUM mrammoM R. rhizogenes A4 na
reasl CDPK, Obl1 mccienoBaH mNpoduib MX DKCOPECCHU B KOHTPOJIbHOM U pRiA4-
TparchopMupoBaHHOU KileTouHo# KysbType R. cordifolia (Veremeichik et al., 2014). B
KOHTPOJIbHOM KaJUIyCHOM JIMHUM OOLIMI YPOBEHb 3KCIPECCHUM BCEX TPAHCKPUITOB
RcCDPK 61 B 1,3 u 1,6 paza Huxke, 4yeM B cTebjie W JIUCTE 3PEJIOr0 pPacTCHHS,
cootBercTBeHHO (F = 55,4, p < 0,001). VYpoBenp skcmnpeccun uzopopm CDPK
3HAYUTEIBHO PA3JIMYAICsI B KaUTyCHbIX KyibTypax R u RA4 (Pucynox 54).
TpanckpunimonHnas aktuBHocTh RCCDPK1, 3,9, 11 u 14 6p1aB 1,8, 1,4, 1,9, 1,6 u 1,3
pa3za BbIlIe B KOHTPOJIbHOM JuHuu. [Ipu 3Tom sxcnpeccus renoB RCCDPK4, 5, 7 u 10 B
KynbType RA4 Oblma Beiie KOHTpoJibHOM JmHMHM B 1,2, 3,9, 2,7 m 2,9 pa3sa,
cootBeTcTBeHHO. Tpanckpuntel RCCDPK6 B xome aHann3a HE ObUIM BBISBICHBI HU B

OJTHOU M3 ABYX KaJUTyCHBIX JIMHUMU.
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Pucynoxk 54 — Oxcmnpeccusi reHoB CDPK B xontponsabix (R) u pRiA4-
TpaHcopmupoBaHHbIX (RA4) KaIyCHBIX KyJbTypax, JHCThIX U cTeOsax R. cordifolia.
JlaHHBIE TIpeICTaBJICHBI KaK CpeqHee + cTaHAapTHas ommOka. Pa3Heie OyKBBI Han

CTOJIOIIAaMU YKa3bIBAIOT HA CTATUCTUYECKU 3HAUYMMBIE PA3INUUs CPEIHUX 3HAUCHUH (P <
0,05), H3P-Tect ®umepa.

HanGonbmuM ypoBHEM SKCHPECCHHM M3 BCEX BBISIBICHHBIX M30()OpM B JIMHHH R
oonagamu reabl RCCDPK4 n RcCDPK11, a RcCDPK9, RcCDPK10 u RcCDPK12 61t

HauMeHee paclpoCTpaHeHHBIMH cpeau Apyrux TpanckpuntoB CDPK. B kynsType RA4
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HauOoJbIIasl TPAHCKPUIILIMOHHAS aKTUBHOCTH BbIsBIeHA Yy wu3ohopm RCCDPKA4,
RcCDPK5 u RcCDPKY7, Torma kak skcmpeccus RCCDPK9 u RcCDPK12 6bina
CpaBHUTEIBHO HeBenuka. B menmom, oOmmii ypoBeHb skcmpeccuu renoB CDPK B
PRiA4-tpanchopmupoBaHHOl JUHUU ObL1 B 1,4 pasza BbIlIE, YeM B KOHTPOJIBHOM
KyJIbTYype, ¥ OBLT COMTOCTAaBUM C TAKOBBIM B OpraHaX MHTAKTHOTO PACTEHUSI.

Okcnpeccuto reHoB CDPK B koHTponbHBIX U PRiA4-TpancpopMupOBaHHBIX
TUHUSAX u3Mepsiin depe3 5, 15, 20 m 30 nHel ¢ Havana KyJbTHUBHPOBAHUA, YTO
cooTBeTCTBYET Jiar-dase (1-7 mueit), skcmoHeHnansHoi (aze (8—15 mHeit), TMHEHHON
daze (1626 nueit) u ctanmonapHoi dasze (27-35 qHelt) pocTa KJIETOK, COOTBETCTBEHHO
(Pucynok 55). ITo 0COOCHHOCTSIM M3MEHCHUS TPAHCKPHUIIIMOHHOW aKTHBHOCTH
RcCDPK Mapensl cepALIETUCTHON pa3AeNuiuch Ha TPU YCIOBHbIE Tpymmbl. [lepBas
rpymma cocrosiia u3 renoB RCCDPK1, RcCDPK5, RcCDPKY7, RcCDPKS8, ReCDPK11,
RcCDPK13 u RcCDPK14, skcmpeccusi KOTOPBIX CO BPEMEHEM YBEIMYMBAIaCh M
JIOCTUTJIa MaKCUMAJIbHBIX 3HAYCHHH K KOHIy Taccaxka. BTopas rpymnma BkiIrodasna
RcCDPK2, RcCDPK3, RcCDPK4, RcCDPK9 u RcCDPK12, tpaHCKpUIIIIMOHHAS
aKTUBHOCTh KOTOPBHIX 3HAYUTEIHPHO HE MEHAIACh HA TPOTSHKECHUU BCETO IHKJIA
KyJabTuBUpoBaHus. K Tperbelr rpynme Obuta oTHeceHa wuzodopma RcCDPKI1O0,
IKCIIpeccHss KOTOPOTO MMeNa J1Ba MUKa — B DKCIIOHEHIIMAIBHOW U CTallMOHapHOU (hase

pOCTa KIIETOK.
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Pucynok 55 — /lunamuka skcrpeccus renoB CDPK B koHTposbHBIX (R) 1 pRiA4-
tpanchopmupoBanHbix (RA4) kamnycHbIX KynbTypax R. cordifolia B Teuenue nukia
KyJIbTUBUpOBaHMs. JlaHHBIC TPEACTAaBICHBI KaK CpeJHEE =+ CTaHIapTHas OIIUOKa.
Pa3Hbie OyKkBbI HaJ CTOJIOIAMH YKa3bIBAlOT HA CTATUCTHYCCKH 3HAYMMBIC PA3JINUHS

a
a
cd be cd
d d d

5 ped 15 pmed 20 pmuei 30 puel

5 paei 15 pmed 20 pmed 30 pEed

- R-EOETP OJIbHAA KNETOIHAA

KyIbTypa

- RA4-TparcdopmuEpoBannan

KNEeTOTHAA KyIBTYpa

cpeanux 3Hauenuit (P < 0,05), H3P-rect @uiepa.
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Dddexr Tpanchopmammu R. rhizogenes A4 na marrepH skcnpeccurn RCCDPK
OTJMYAJICS Ha Pa3HbIX CTaJAMIX KyJbTUBHPOBaHMA KaurycHbIx juHuii R. cordifolia
(Veremeichik et al., 2014). Hanpumep, mnosbimenHas skcnpeccuss RcCDPKY
HaOJIoalIach TOJBKO B KOHIIE mMaccaxxa. boiee HHM3KHME YPOBHU TPaHCKPUIIIIMOHHOMN
aktuBHOCTH RCCDPK1, RcCDPK9 1 RcCDPK11 Takke ObutH BBISIBIIEHBI TOJBKO y 30-
nHeBHBIX KamrycoB RA4. M3odopma RCCDPK4 nonasisiiack B TMHEHHOHN ¢ase pocTa
KJ1eTOK RA4 1 noBbIaiachk Npu UX Mepexojie B crainoHapHyto ¢azy. [Ipu 3ToM reusi,
IKCIPECCHsl KOTOPBIX HE W3MEHW1ach npu TpaHchopmammu R. rhizogenes A4 —
RcCDPK2, 3, 8, 12 u 13, coxpaHsiu CTaOWJIbHBIA YPOBEHb TPaHCKPUIITHOHHOM
aKTUBHOCTH B TEUEHHE BCETr0 NEepHoja KyJIbTUBUpOBaHUS. Pasznuuusi B sKCIpeccuu
RcCDPKa3, 5, 10 u 14 mexny kaurycHbIMA JIMHUSIMH R 1 RA4 Oblmn 01MHAKOBBIMH Ha
BCEX UCCJICIOBAHHBIX CTAUSAX PA3BUTHS.

dochopunrpoBaHue pa3IMUHbIX O0ekoB nporenHkuHazamu CDPK — Baknenmmi
MEXaHU3M TIepeadnd CTPECCOBBIX CHUTHAJIOB, 00ECIICUMBAIOIINN pPa3BUTHE 3aAITUTHBIX
peakiuii pactenus (Asano et al., 2012a). Utoos! ucciaegorats yuactue reHoB RCCDPK
B pRiIA4-uHIYyIIMPOBAaHHON CTPECCOYCTOMYMBOCTH TPAHC(OPMHUPOBAHHBIX KIETOK
R. cordifolia, ObLIM mMpoaHANIM3UPOBAHBI W3MEHEHHS YPOBHS MX OJKCIPECCHH O[T
BiusHueM TemrneparypHoro (14°C u 28°C) u conesoro crpecca (60MM NaCl) (Pucynok
56). Okcmpeccust renoB RCCDPK2 n RCCDPKY noBeimanack B KOHTPOJIBHON KyJIbType
IPU BO3JIEUCTBUM TEMIIEPATYPHOTO CTpecca, HO MPU I3TOM HE MEHSJIACh MPU COJECBOM
ctpecce. TpanckpunimonHas akTuBHOCT, RCCDPKS8 wnmynumpoBamach TONMBKO MO
nevictreueM NaCl, HO He wu3MeHeHHs Temmeparypbl. Ilpu 3ToM 3KcmpeccHus
oonpmmHCcTBa TeHOB RCCDPK,| 3a uckmouennem nzodopm RCCDPK5S, RcCDPK11 u
RcCDPK13, oka3zanach mojBeprke€Ha BIUSHUIO KaK TEMIEPaTypHOIro, TaK M COJIEBOTO
ctpecca. B kimerounoit nmuauu RA4 renst RCCDPK2 u RcCDPK12 aktuBmpoBanuch
TOJIKO MO/ JIEHCTBHEM TEMIIEpaTypHOTO cTpecca. Kak M B KOHTPOJBHOW KYJIBTYpE,
sKcIrpeccuss OOJIBIIMHCTBA HcciienoBaHHbIX u30hopM, kpome RCCDPK1 u RcCDPKO,
3HAYMTEIHLHO M3MEHsUIach B JMHUM RA4 monm nericTBHeM abOHMOTHYECKHUX CTPECCOBBIX

(haxkTOpOB.
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XapakTep TpaHCKPUMIIMOHHON akTUBHOCTH reHOB RCCDPK B KOHTpOJBHOH H
PRiIA4-tpanchopMUPOBAaHHON KaJUTyCHBIX JIMHUSAX B YCJOBHUSAX CTpEcca pa3inyalics
(Pucynok 56). Yposenn skcnpeccun renoB RCCDPK1 u RcCDPK9 noBbimasncst npu
cTpecce Toiabko B JMHUU R, Torma kak reasl RCCDPKS, RCCDPK11 u RcCDPK13 B
ITHX YCJIOBUSAX OBUIM aKTUBUPOBAaHBI TONbKO B KieTkax RA4. T'east RCCDPKY,
RcCDPK8 u RcCDPK10 moxazanu pa3HOHANpaBICHHOE W3MEHEHHE JKCIPECCHUU B
KOHTPOJIbHBIX W TPAHCTeHHBIX KyibTypax. Ilpu Bo3meWcTBUM aOMOTHYECKUX
CTPECCOBBIX (PaKTOPOB 3TU N30(OPMBI OBUTH AKTUBUPOBAHBI B KyJIbTYpe R 1 mOHMKEHBI
B KieTkax RA4. KoHTposbHbIe U TpaHCHOPMUPOBAHHBIE KAJUTYChI TAKXKE Pa3IMyaInCh
M0 CWJIE€ TPAHCKPHUIIIMOHHOTO oTBeTa ompezaeneHHblx n3ohopm RCCDPK B oTBer Ha
ctpecc. Hampumep, mpu TOHIWKEHUU WM TOBBIIICHUH TEMIEPAaTypbl U COJEBOM
ctpecce akcnpeccuss RCCDPK3 B kieTkax KOHTPOJIBHOU KyJIbTYPHI MOBBIIIANACE B 1,6,
1,4 u 2,7 pa3a, a B kiietkax RA4 — B 3,3, 2,2 u 2,6 pa3a, COOTBETCTBEHHO. DKCIIPECCHS
RcCDPK4 mpu monmxenHoi temmeparype W B mpucyTctBur NaCl ymeHbpmanach B
KOHTPOJILHOM KyJIbType Bcero B 1,2 pasa, Torna kak B pRiA4-TpancpopMupoBaHHBIX
KJIETKaxX 3KcmpeccHs 3Toll m3ohopmbl Oblla MHrMOMpoBaHa B 2,1 pasza. B ycrmoBusix
TersioBoro crpecca 3kcrpeccusi RCCDPK2 unmynupoBanachk B KaTycHOW JTuHUU R u
RA4 B 1,3 u 2,3 pa3a, coorBerctBeHHO. B kierkax R m RA4 coneBoii ctpecc
UHTUOMPOBAN TPaHCKPHUMIMOHHYIO akTuBHOCTE RCCDPK14 B 1,2 u 3,1 paza
COOTBETCTBEHHO. OJTU pe3yJbTaThl CBUAETEIBCTBYIOT O TOM, 4YTO TpaHchopmauus
R. rhizogenes momynupyer TpaHCKpHITIHOHHYIO peryisiuio reHoB CDPK B ycioBusix
cTpecca, B pe3yibTaTe 4ero kieTku R u RA4 no-pazHomy pearupyroT Ha OJTHU U T€ Ke

(bakTopBhl.
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Pucynox 56 — BiumsHue TeMriepaTypHOTO M COJIEBOTO CTpecca Ha SKCIPECCHIO
reHoB CDPK B xontposbHbiX (R) u pRiA4-tpanchopmupoBannbix (RA4) kammycHbIx
kynbTypax R. cordifolia. JlaHHbIe npencTaBieHbI Kak CpeiHee = CTaHIapTHAs ONIHOKa.
PaszHbie OykBBI Haja CTOJOIAMHM YKa3bIBAIOT HA CTATUCTHYECKU 3HAYUMBIC Pa3THUMS

Komrpoms 14°C 28°C

60 mM
NaCl

- R-mmp 0JIbHAA KJNETOIHAA

Ky Typa

-RA4-‘rpanc(1)oplmpoaannaﬂ

KIeTO9HAA KyIbTypa

cpeanux 3Hauenuit (p < 0,05), H3P-rect ®umepa.
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UYroObl OIEHUTH BIUSHHE reTeposoruuHor skcmpeccuu 0B u rolC Ha reHsl
RcCDPK, Obula m3yueHa HX H3KcIpeccusi B KamwrycHbIX KyiabTypax RBH u RCH
(Pucynok 57). B KOHTpOJBHOW KaJUTyCHOW JIMHUHU OOIIMHA YPOBEHB AKCIPECCHH BCEX
uzopopm RCCDPK 6wt B 1,3 u 1,4 pa3za Hiwke, yeM B r0lB- u rolC-tpaHcreHHbIX
JuHUAX, cooTBeTcTBeHHO (F = 6,52, p < 0,002). Oxcnpeccuss RCCDPK2, RcCDPK?7,
RcCDPKS8, RcCDPK9 u RcCDPK11 B rolB- u rolC-tpancreHHBIX KyiIbTypax OblLia
akTuBupoBaHa B 1,3-3,5 pasa, torma kak skcrpeccus RCCDPK10 Oplma B gBa pasza
HIDKE, 4YeM B KOHTpoJbHOHM KynbType. YpoBeHb MPHK RCCDPK12 mon BausHHEM
tpaHncrenoB He u3Menwmics (Shkryl et al., 2020). Dkcnpeccus RCCDPK1, RcCDPK13 u
RcCDPK14 oObiia aktuBupoBaHa I0IB, a yposens tpanckpunuuu RCCDPK4 wu
RcCDPKS5 6wt Boitie B rolC-tpancrenHbix kietkax. ['en rolC cHibkan skcmpeccutro
rena RCCDPK3 B 1,3 pa3a 1o cpaBHEHHIO C KOHTPOJBHBIMHU KJIETKaMH. DKCIPECCHUS
TparckpuntoB RCCDPKG6 He Opla 00Hapy>keHa HU B KOHTPOJIbHBIX, HU B TPAHCTEHHBIX

KaJlJIyCHBIX JIMHUSAX.
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OR ©ORBH mRCH

Pucynok 57 — Dkcrpeccust renoB CDPK B kamtycHbIX KynbTypax R. cordifolia. R
— KoHTposbHas kierouHass juHusS, RCH — rolC-tpaHcreHHas KieTO4YHass JIMHHS C
BBICOKMM YpPOBHEM dkcrpeccun Tpancrena; RBH — rolB-tpancrennas kierouHas TuHMs
C BBICOKMM YPOBHEM JKCIIPECCHUU TpaHCTeHa. JlaHHbIE MpEeACTaBIEHbI KaK CpelHee +
cTaHJapTHas omunOKa. Pa3Hpie OyKBBI HajJ CTOJNOIAMM YKa3bIBAIOT Ha CTATUCTHUECKU
3HaYMMBbIe pa3anuus cpeaHux 3Hauenuit (P < 0,05), H3P-rect @uiiepa.

Okcmnpeccuio reHoB CDPK B KOHTPOIBHO#M U rOl-TpaHCTeHHBIX JTHHHUIX H3MEPSITH
Ha cTaauu Jar-a3bl, SKCIIOHCHIMAIBHOW, JIMHEHMHOW M CTalmoHapHOW (a3bl pocra

kierok (5, 15, 20 m 30 pgHe#t, coorBercTBeHHO). [lo Xapakrtepy HW3MEHEHHS
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TPAHCKPUMIITMOHHON aKTUBHOCTU Bce n30popmbl RCCDPK M0XHO YCIIOBHO pa3ieiuTh
Ha Tpu rpynnsl. [lepBas rpynmna cocrout u3 renoB RCCDPKS, RcCDPK8, RcCDPKO9,
RcCDPK11 u RcCDPK13, skcrmpeccusi KOTOPBIX CO BPEMEHEM YBEIHMYMBAJIacCh M
JIOCTUraja MaKCUMaJIbHBIX 3HAYCHUN K KOHITY ITMKIa KyJabTuBUpoBanus (Tabmuma 18).
Bropas rpymma Brmogaer RCCDPK1, RcCDPK2, RcCDPK10 u RcCDPK12,
TPAHCKPUIILIMOHHASI aKTUBHOCTh KOTOPBIX MPAKTUYECKU HE MEHSIACh B MPOIIECCE POCTa
kiertok (Tabmuua 18). K Tperbeil rpyrme OTHECEHBI T'€HbI, SKCIPECCUS KOTOPHIX B
KaJUTyCHBIX KyJbTYpax JEMOHCTPHpPOBAIA Pa3IMYHYIO0 NUHAMUKY. TpaHCKpUIIIMOHHAS
aktuBHOCTh TeHOB RCCDPK4 u RcCDPK14 yBenuuuBamach B IIpoIlecce pocTa
kaurycHbix JuHuM RCH wnm RBH, cootBerctBenno. Okcnpeccus RCCDPKY7 co
BpPEMEHEM Bo3pacTaja B 000MX I0l-TpaHCTeHHBIX KyJbTypax, HO HE B KOHTpOJIE.
Okcnpeccust RCCDPK3 B Teuenue naccaxa yBeIM4YMBaNIaCh B TPAHCTCHHBIX KYJIbTypax,
HO TIPH 3TOM CHIKAJIACh B KOHTPOJIBHBIX KAJITYCHBIX KIIETKaX.

Bnustaue skcnipeccun reHoB ol Ha TpanckpumnimonHbie n3MeHeHnss RCCDPK we
ObUTM TOCTOSIHHBIMHM Ha pa3HbIX CTAIUsAX pa3BUTHs KautycHbIx juHuii R. cordifolia.
Hampumep, mnoBwimenHas skcrnpeccuss reHoB RCCDPK1, RcCDPK4, RcCDPKS,
RcCDPK9, RcCDPK11l, RcCDPK13 u RcCDPK14 naGmioganach TOJNBKO B KOHIIE
kynbTuBupoBaHus. Tpanckpunims nzodopmsel RCCDPKS3 B TpaHCTeHHBIX KyJNbTypax Ha
5-plif JeHb KyJIbTUBHPOBAHHSA OblIa BABOE HUXKE KOHTPOJS, OJHAKO A3Ta pas3HHUIA
3HAUMTEIBLHO COKpaTwiach K KoHIy maccaxka. len RCCDPK12, tpanckpumius
KOTOPOTO  HE W3MEHWJIach TpU  TEHETHMYeCKOH  TpaHchopMaluu  KIETOK,
JEMOHCTPUPOBAI CTA0WJIbHBIM YpPOBEHb SKCIIPECCMM B TEUEHUE BCEro Mepuoja
KyabTuBUpoBaHus. Pasnmuuus B skcnpeccun RCCDPK2, RcCDPKS5, RcCDPK7 wu
RcCDPK10 mexy KOHTPOJIbHBIM M TPAHCT€HHBIM KaJTyCaMH ObLTM OJIMHAKOBBIMU Ha

BCCX UCCIICAOBAHHBIX CTAAUAX POCTA KICTOK.
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Ta6auna 18 — [lunamuka sxcripeccuu reHoB CDPK B KOHTpONTbHOM M TpaHCTEHHBIX KauTycHBIX ImHISIX R. cordifolia

5 nuent 15 mueit 20 guen 30 mueit

R RBH RCH R RBH RCH R RBH RCH R RBH RCH
RcCDPK1 0,193 0,193 0,203 0,197 0,185 0,176 0,185 0,185 0,187 0,173 0,233 0,210
+0,005 | £0,008 | £0,003 | £0,013 | £0,006 | £0,006 | £0,009 | £0,011 | £0,005 | £0,011 | £0,014 | £0,016

RcCDPK?2 0,221 0,328 0,246 0,216 0,343 0,261 0,211 0,323 0,252 0,250 0,347 0,335
+0,009 | £0,029 | £0,009 | £0,007 | £0,019 | £0,015 | +0,016 | £0,009 | £0,004 | +0,012 | +£0,039 +0,18

RcCDPK3 0,747 0,383 0,340 0,535 0,462 0,402 0,668 0,513 0,515 0,487 0,425 0,393
+0,035 | £0,006 | £0,013 | +£0,010 | £0,007 | £0,014 | £0,086 | £0,020 | £0,019 | £0,024 | +£0,039 | +0,046

RcCDPK4 0,312 0,339 0,364 0,312 0,337 0,482 0,338 0,377 0,546 0,354 0,356 0,628
+0,017 | £0,011 | £0,011 | £0,021 | £0,024 | £0,021 | £0,015 | £0,014 | £0,028 | +£0,013 | £0,016 | +0,067

RcCDPKS5 0,103 0,088 0,134 0,096 0,094 0,207 0,109 0,103 0,252 0,193 0,182 0,492
+0,017 | £0,010 | £0,002 | £0,003 | £0,015 | £0,012 | +0,022 | £0,005 | £0,014 | +0,030 | +£0,011 | +0,076

RcCDPK7 0,172 0,247 0,230 0,152 0,307 0,282 0,147 0,323 0,303 0,166 0,526 0,582
+0,006 | £0,012 | £0,025 | £0,014 | £0,015 | +£0,012 | +0,021 | +£0,012 | +£0,020 | +0,013 | £0,050 | + 0,030

RcCDPKS 0,125 0,130 0,128 0,133 0,192 0,191 0,122 0,237 0,213 0,289 0,456 0,401
+0,009 | £0,018 | £0,010 | £0,019 | £0,020 | +0,010 | £0,004 | £0,023 | £0,021 | +0,025 | +£0,042 | +0,069

RcCDPKO 0,035 0,033 0,036 0,038 0,037 0,041 0,045 0,064 0,064 0,068 0,131 0,123
+0,002 | £0,002 | £0,005 | £0,002 | £0,004 | +0,004 | £0,006 | +0,008 | £0,007 | +0,007 | £0,006 | + 0,007

RcCDPK10 0,214 0,106 0,101 0,203 0,098 0,107 0,200 0,080 0,084 0,191 0,106 0,108
+0,007 | £0,011 | £0,005 | £0,015 | £0,014 | £0,012 | +0,033 | £0,011 | £0,011 | +0,011 | £0,012 | +0,017

RcCDPK11 0,049 0,061 0,072 0,049 0,064 0,089 0,056 0,067 0,092 0,079 0,104 0,143
+0,004 | £0,005 | £0,007 | £0,003 | £0,013 | £0,010 | +£0,003 | +0,006 | £0,007 | +0,003 | +£0,008 | + 0,009

RcCDPK12 0,057 0,026 0,059 0,046 0,031 0,047 0,043 0,027 0,035 0,050 0,050 0,047
+0,012 | £0,002 | £0,004 | £0,007 | £0,004 | £0,006 | £0,005 | £0,001 | £0,006 | £0,002 | £0,003 | +0,003

RcCDPK13 0,109 0,108 0,108 0,106 0,102 0,100 0,104 0,102 0,097 0,136 0,184 0,138
+0,002 | £0,002 | £0,013 | £0,008 | £0,007 | £0.006 | £0,010 | £0,006 | £0,004 | £0,006 | £0,005 | +0,007

RcCDPK14 0,041 0,039 0,022 0,039 0,038 0,024 0,040 0,047 0,026 0,046 0,074 0,043
+0,002 | £0,002 | £0,002 | £0,002 | +£0,003 | £0,002 | £0,004 | +£0,002 | £0,003 | £0,002 | £0,003 | +0,002

R — konrtponbHas kierounas jgunus R. cordifolia; RBH u RCH — rolB- u rolC-tpancrennsie kierounsie smHun R. cordifolia ¢ Beicokum ypoBHeM
9KCIPECCHU TpAaHCTeHA. 3aJMBKa sIMEHKH [IBETOM YKa3bIBAET HAa CTATUCTHYECKH 3HAYMMBIC Pa3JIMuusl CpeAHMX 3HaueHui B crondnax (p < 0,05), H3P-rect ®umepa.
LBer dona BapbHpyeT B 3aBUCMMOCTH OT KOJUYECTBEHHBIX M3MeHeHH# skcrnpeccuu reHoB RCCDPK B yimnusax RBH u RCH mo otHomienuio k nuHuu R B
OIpEETIEHHBIN IeHb KYJbTUBHPOBaHMS B COOTBETCTBUH CO IIKAJIOM:

[>2 [1<2 0 [1<2 [1>2 |
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3.5.4. O0cy:kaeHne pe3yabTaTOB 10 BJUSTHHIO TeHoB 0l Ha s3kcnpeccuio CDPK

Panee ¢ momormpio (hapMakoJIOTHYECKOTO MOAX0Aa ObLIM BBISIBJICHBI HEKOTOPHIC
paznuuuss B (YHKIMOHMPOBAaHUU KAJIbLIMEBOM CUTHAJIBHOM CHCTEMBI MEXIY
KOHTPOJIbHOM H rol-TpancrennsiMu KyabTypamu R. cordifolia (Bulgakov et al., 2003). B
YaCTHOCTH, OBLJIO YCTAHOBIICHO, YTO KJIETKH, dKcmpeccupyromme red rolC, obmanamm
MEHbIIEH YCTOMYMBOCTBIO K BEpAaMHUILy, HHTUOMTOPY KaJIbLIMEBBIX KaHajaoB L-Twuma,
yeM OOBIYHAs KyJbTypa, B TO BpeMs Kak roOlB-TpaHcreHHas KyibTypa Oblia Oojiee
ycroiiumBa K d3ToMy mpenapary. Kpome Toro, poct rolC-kynbTypbl TOIHOCTHIO
NOJABIISICA HA THTATENbHOHM cpeme O0e3 moHoB Ca?*, B To Bpems kak pocT rolB-
KyJbTYpbl CHWXaycs HezHauuTenbHO (Bulgakov et al., 2003). OueBuaHO, YTO Takue
3¢(}eKThl  JOJKHBI  BKJIOYaTh MOJAM(PHUKALMIO KUHA3HBIX PEAKLH, KOTOpbIE
PEryIMpyIOT aKTUBHOCTh PAa3IMYHBIX CyOCTpaToB, (PYHKIMOHUPYIOUIMX HUXKE II0
TEYEHUIO U OMNpeAeSSIoNMX (YHKIHMOHAIbHbIE OCOOCHHOCTH TPAHCTEHHBIX KIIETOK.
Baxueimmmu cencopamu MoHOB Ca®’ B KJIETKE SBISIOTCS IPEACTABUTENH CEMEMCTBA
KAJIBLIUH-3aBUCUMBIX MPOTEUHKNHA3, KOTOPBIE MHTETPUPYIOT B3aUMOJEHUCTBUE MEXKY
paznuuHbiMH curHaibHbIMU TyTsMU (Cheng et al., 2002; Ludwig et al., 2004; Harper
and Harmon, 2005). B nuteparype uMeroTCs CBEACHHS, YKAa3bIBAIOIIME HAa y4acTHE
CDPK-ungyuupoBanHoro  (¢ocdopunupoBanusi OelKOB B aKTMBHOM  pOCTE
«Boyocatbix» kopHedd Daucus carota (Kato et al., 2007). Dtu pe3yabTarhl
IpPEANONaraloT y4acTHe KaJbI[Mi-3aBUCUMBIX TPOTEMHKHHA3 B Tporeccax rol-
OMOCPEIOBAHHON MOAYJISIUMN OMOXUMUYECKHUX U (PU3UOJOTUYECKUX U3MEHEHUIA.

Tpanchopmanust KIETOK MapeHbl CEpALCIUCTHON KaK OTICIbHBIMH TeHamu [Ol,
TaK W JUKAM mTaMMoMm R. rhizogenes A4 BbI3biBaJla 3HAYMTEIbHBIC W3MCHCHHS B
npodune skcnpeccun reHoB RCCDPK. Ilpu stom B otBeT Ha mHTerpamuio T-JIHK
PRIA4 tpanckpunuus 4-x wuzopopm RCCDPK Obuta akTHBHpOBaHa, TOr/a Kak
aKcHpeccHst 5-ti u3odopm cHmkanach. CBepxdKCIpeccHs TeHOB 0l BhI3bIBANIA TOT HITH
WHON TpaHCKPUNUMOHHBIA oTBeT y 12 u3 14 uccnenoBanubix uzodopm. MHTEpecHO
OTMETHUTh, YTO COBOKYIHBIM ypoBeHb 3kcmpeccun RCCDPK Bo Bcex TpaHCTEHHBIX
JMHUSX OJWHAKOBO MOBBIIIANICS MPUMEPHO B 1,4 pasza Mo CpaBHEHUIO C KOHTPOJIEM.

[Ipu sTom marTepH u3MeHeHuil oTnenbHbIX u30dopm B nuHusAx RBH, RCH u RA4
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3HauMTeNbHO  BapbupoBasl. OJkcnpeccuss RCCDPK1, RcCDPK9, RcCDPK10,
RcCDPK11 u RcCDPK14 umena mpoTHBOIOJIOXKHBIE H3MeHeHHs B pRiA4- wu rol-
TpaHchOpMHUpPOBaHHBIX Kamycax. Hampumep, skcmpeccuss RCCDPK10 B pRiA4-
TpaHC(OPMHUPOBAHHBIX KajuTycax OblIa MOBBIIIEHA 10 CPABHEHHUIO C KOHTPOJIbHBIMHU
KJIETKaMH, B TO BpeMs Kak B o0eux rol-skcmpeccupyromux KyiabTypax OHa Oblia
cHmwkeHa. Hanpotus, B kamutycax RA4 Habnroganoch CHIKEHHUE YPOBHEH 3KCIPECCHUU
RcCDPK1, RcCDPK9, RcCDPK11l wu RcCDPK14, opnako, B rolB- u rolC-
TpaHC(OPMHUPOBAHHBIX KJIETKaX WX TPAHCKPHUIIIIMOHHAS AaKTUBHOCTh OblJa BBIIIE
koHTpoJisi. Dkcnpeccuss RCCDPK2, RcCDPK8 u RcCDPK13 ocraBanach HEM3MEHHOM
nocje Tpanchopmaluu AUKuM mrammoM R. rhizogenes A4, HO akTHBHpoOBasiach B rol-
TPAaHCTEHHbIX KyJbTypax. CXOOHBI NaTTEPH SKCHPECCHHU KalbIUI-3aBUCUMBIX
npoTenHkuHa3 B roOl- u pRiA4-TpaHcHOpMUPOBAHHBIX KIETKaX OBbLI OOHAPYXKCH IS
RcCDPK3, RcCDPK4, RcCDPK5, RcCDPK7 u RcCDPK12. HabGmromaeMsple OTIIMYUAS
3¢ (dexToB TpaHcreHe3a MOTyT ObITh BbI3BaHbl TeM, 4To B KyibTypax RBH m RCH
TPAHCKPHIIIIHNIO TeHOB IOl obOecrieunBaeT CUIBHBIN BUPYCHBIH mpomorep 35S CaMV,
TOrna Kak B JUHUUM RA4 Bce reHbl HaxoATCd MO KOHTPOJEM HMX COOCTBEHHBIX
peryiaropubix cucrem. YpoBuu skcrnpeccur rOIB u rolC B RBH u RCH 06w,
COOTBETCTBEHHO, B 2,8 u 2,0 pa3a Bhimie, yeM B RA4 (Shkryl et al., 2008), utro MoxeT
CKa3bIBaThCsl Ha BbIpaXeHHOCTH 3(PdekToB. bosee Toro, 04eBUAHO, YTO PYTrUe€ IeHbI,
Bxoasmue B coctaB T-JIHK, Takke MoryT oka3piBaTh COOCTBEHHOE BIIMSHHE Ha
HKCIIPECCUIO KabIMI-3aBUCUMBIX MPOTEUHKUHA3, OJIHAKO JINTEPATypHbIE CBEACHUS Ha
3TOT CYET MOKa OTCYTCTBYIOT.

HUuTepecHo, 4uto cpenu Tex H30(OpM, KOTOpbIE OKA3aJMCh HE IOJBEPKEHBI
BIIUSIHUIO arpoOakTepraibHOl TpaHchopmaiuu, 6puia BeisiBieHa uzohpopma RCCDPKG,
KOoTopas siBisgeTcs Oym3kuM romosiorom reHa MtCPK3 w3 mroniepHsl (MACHTHYHOCTH 110
AMUHOKHUCIIOTHOM mocaenoBaTesibHOCTH 79%). M3 nurepaTypHBIX JAHHBIX HW3BECTHO,
yro MtCPK3 yuactByer B cumOmoTMyeckux B3aumoeicTBusx M. truncatula c
oaktepueii S. meliloti, perynupys KoaHuecTBO 00pa3yroIUXcs KOPHEBBIX KIyOCHBKOB
(Gargantini et al., 2006). OTcyTcTBHE TPAHCKPUIIIIMOHHOTO OTBETA JTAHHON M30(OPMBI Y

kierok R. cordifolia, TpancdopmupoBanubix R. rhizogenes, MokeT ObITh CBS3aHO Kak C
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BUJIOCTIEU(UYHOCTBIO PEAKIIMH, TaK U C PA3IUYUEM BO B3aUMOJICUCTBUM PACTEHUM C
JaHHBIMM Buaamu Oaktepuit. Ilokazano, urto skcmpeccus MICPK3 B mponecce
HOAYJISIUMM HMMEET JiBa BBIPAXEHHBIX NUKa: mnepBblii uepe3 10-15 MuHyT mnocie
00paboTKK OakTepusiMU M BTOpoii 1o mpouectBun 3—4 cytok (Gargantini et al., 2006).
ABTOpbl mpeanonoxwind, uro Qynkuus MICPK3 BakHa TONBPKO Ha paHHHX 3Tamax
HOJTyJIALIMK M HE UTPAeT CYIIECTBEHHOW POJH B MOJJEpKaHUU 0000BO-pHU300HATBHOTO
cum6Omnosa (Gargantini et al., 2006). Takum 00pa3oM, MOXKHO MPEIINOJIOKHUTH, YTO
cneuuduueckuii otBeT RCCDPKG6 Mor mpon3oiTi B TpaHC(HOPMHUPOBAHHBIX KJIETKaX Ha
paHHel CTaJuu 3apakeHus arpoOaKTEpUsIMU, a B TalibHEHIIIEM TTOIABIATHCS B IIpoLiecce
JOJITOBPEMEHHOIO KYJIbTUBUPOBAHUS TPAHCT€HHBIX KJIETOYHBIX JIMHUH.

W3BecTHO, YTO KalblIMi-3aBUCHMBIE MPOTEUHKHHA3BI PETYIUPYIOT 00pa3oBaHUE
A®K B knerkax pacrenuii (Kobayashi et al., 2007). I'eteponoruynasi skcrpeccus reHa
AtCPK1 B mporommactax ToMara TMoBbImaeT akTuBHOCTH HAJIDH-okcumaser u
NPUBOJUT K OKUCIUTENbHOMY B3pbIBY (Xing et al., 2001; Bulgakov et al., 2011).
CxomnpiM oOpaszom, rereposioruuHas odkcrpeccus SICDPKS  mucrepsix Tabaka
unayuupyet npoaykuuto ADK nocpenctsom dochopunupoBanus HAJIDH-okcunassl
(Kobayashi et al., 2007). Yposenp skcnpeccun uzopopm RCCDPK3 m RcCDPK11,
sBIstoIMXcst Ommkaiimmvu romonioraMu reHoB StCDPKS  (upentuunocts 81%) u
AtCDPK1 (mmeatnunoctsh 91%), B kimetkax RA4 Owu1, cooTBeTCTBeHHO, B 1,4 11 1,5 pasza
HIDKE, YeM B KOHTPOJIBHBIX Kayulycax. MHAWBHIyanbHas SKcIpeccus reHoB rol Takke
NPUBOJMIIA K TOAABICHUIO TPAHCKPHUMIIMOHHOW akTUBHOCTU m30dopmbl RCCDPKS3,
torna kak akcrpeccusi RCCDPK11 ne3nauntensHo moBblmanach. [pyrum mpumepom
peryyiaTopHoll (QYHKIUU KaJjbIMil-3aBUCUMBIX NPOTEMHKMHA3 SBIISETCA y4acTue
nzodopmsl MtCDPKL1 B nporiecce pu3o0uanbHOM U MUKOPU3HON KOJOHU3ALMKU KOpHEH
M. truncatula (lvashuta et al., 2005). YcTaHOBJE€HO, YTO CaWJCHCHHI 3TOr0 TI'eHa
NPUBOJUT K HAPYUICHHIO CUMOMOTHYECKOTO B3aMMOJICHCTBHUS, a TaKKe BBI3BIBACT
noBeIieHue ypoBHss AD®K u akTuBaimio 3anuTHBIX reHoB pactenus. Y R. cordifolia
OnmvKaimii roMosior JanHoro reHa, uzogopma RCCDPKY (mpentuunocts 88%), Oblia
3HAYHUTEIBHO akTUBUpOBaHa B rOIB-, rolC- u pRiA4-TpaHCreHHBIX KAJUTyCHBIX JTMHUSAX.

Pe3ynbTaThl MPOBEIEHHOTO aHAIM3a MOKa3aldu, 4YTO CHUXeHue mnpoaykiuuu AODK,
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BBI3BaHHOE arpo0akTepuaIbHbBIMM TE€HAMH, CBSI3aHO C TMOJABJICHUEM HKCIPECCUU
RcCDPK3 u RcCDPK11l, a Takxe MOBBIIIEHUEM TPAHCKPUIIIIMOHHOW aKTUBHOCTH
RcCDPKY.

bbilo  ycTaHOBIEHO, 4YTO  HEKOTOpble  M30(OpPMBbI  KalbIUH-3aBUCUMBIX
MPOTEUHKUHA3 TaK)Ke yY4acTBYIOT M B neTokcukaruu ADK, mocpencTBoM akTHBAITUU
pa3TUYHBIX AHTHOKCHUIAHTHBIX cucteM (Asano et al., 2012b; Ding et al.,, 2013).
Hanpumep, rereponornunas skcrnpeccust reHa OSCPK12 B kneTkax puca UHHIYIUPYET
AKCIIPECCHI0 acKkopOaTnepokcuaas u nogasiseT skcnpeccuio HAJIOH-okcuaas, dro
MOBBIIIAET YCTOMYMBOCTh PACTEHUMN K HEOJIAronpusTHBIM (DaKTOpaM 3a CHET CHUKECHUS
obmieit nmpoaykuuu ADK (Asano et al., 2012b). Tpanckpumniius Omkaiiiero romoyiora
storo reHa B pacrenun R. cordifolia — RCCDPKS (waentnuHocth 86%) — B Kayutycax
RA4 axtuBupoBanack B 3,9 pasa, 4ro sBisieTcsi HauOoJyiee BBIPAKEHHBIM 3()PeKTom
tpanchopmaru T-JIHK nukoro tumna. Takke 3HauuTeNbHAs MHIYKLHS SKCIPECCUU
RcCDPKS5 o6HapyxeHa u B rolC-tpancreHHo# KynbType. IHTEpeCHO, YTO CTPEeCCOBBIE
BO3JICUCTBUS OKa3plBaM pasznuyHoe BiusiHue Ha RCCDPKS B KOHTpOJIBHBIX U
TPaHCTCHHBIX JUHUAX. B KymbType R skcmpeccuss maHHOHW H30(OpPMBI OCTABAIOCHh
CTaOMIIbHOW TIpU JIFOOOM BO31eicTBHM, Torda kKak B PRIA4-TpaHchOpMHUPOBAHHON
JMHUH CHIKATAch B OTBET Ha XOJIOJ M COJIeBOM cTpecc. OMHAKO axke B ATHX yCIOBUSX
TpanckpununoHHb ypoBeHb RCCDPKS B RA4, xak MuHuMyM, B 2 pa3a MpeBbIIIa
TaKOBOW Y KOHTPOJIbHOM KYJIBTYPHI.

CyOctpaTHas crnenuUUHOCTh Pa3IMUHBIX MPEACTaBUTENICH CeMECTBa KalbIUii-
3aBUCUMBIX MPOTEUHKWHA3 TOKa C€Iab0 W3y4yeHa, UYTO 3aTPYyIHSET WHTEPIPETAIUIO
GyHKIMOHATBFHOM 3HAYMMOCTH Bcex wuueHTuduimmpoBannbix uzopopm CDPK B
TPaHCTCHHBIX KyJbTypax. [Ipm »TOM TOJNydeHHBIE B JaHHOW pabOTE pPe3ynbTaThl
OJIHO3HAYHO VYKa3bIBAIOT HA WX BAXHYI pOJIb B TIpolecce TpaHchopMauu
PaCTHTEIBHBIX KJIETOK, OTIOCPEIOBAHHOM KaK OTIACIBHBIMU I'eHaMH FOl, Tak U reHamu B
coctase noaHopasmepHoi T-JIHK arpoGakrepuii pRiA4. Takum 00pa3om, pe3ysibTaThbl
MIPOBEICHHOT'O MCCJICIOBAHUS CBUIETEILCTBYIOT O TOM, YTO arpoOaKTepuaabHbIC TeHBI,
B nepByio odepenb, r0IB u rolC, obecrieunBaroT HEraTHBHYIO PEryJsiui0 H30(GopMm

CDPK, yuactBytomux B mnpoaykinuun ADPK, u B TO K€ BpeMs OKa3bIBAIOT
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nojiokutenbHoe BiausHue Ha u3zodopmbl CDPK, oTBeTCTBEHHBIE 3a JIE€TOKCHKAIIUIO
A®K. BeposTHO, 3TOT MexaHW3M BOBJeueH B mnojaBieHue ADK, unaymupyemoe
TOPU30HTAIILHBIM TIepeHOoCOM T'eHOB R. rhizogenes B kiieTku pacTeHHI, U 00eCIIeYnBaCT

ITOBBIIICHUC UX YCTOﬁqHBOCTH K a0OMOTHYCCKUM CTPECCCOBBIM (baKTopaM.

3.6. Bausinue rena rolB Ha moJiekyJsipablii Mexanu3m ouoreHe3a MukpoPHK

N3BectHo, uro Oemok 6b w3 Ti mnasmuner  R. radiobacter wampsmyto
B3aMMOJICHCTBYET C KJIIOUEBBIMM KoMIoHeHTamu KomruiekcoB DCLI-SE-HYL1 wu
RISC/AGO1, otBewarommmu 3a OuoreHe3 manbix Hekogupyroumx PHK, momasnss
CIIOCOOHOCTh pacTuTenbHbIX KiIeTok Kk PHK-untepdepenunu (Wang et al., 2011).
[Tockonbky Tensl rol m 6b oTHOCcsATCS K omHOMY cemelicTBy onkorenoB plast (Otten,
2018), Obuio m3yueHo BozgeiicTBue rOIB Ha (QyHKIMOHMpOBAaHWE TAHHBIX CHUCTEM B
TPAHCTEHHBIX KJIETKaX.

B kynsType ABL Tpanckpunimonnas aktuBHocTh DCL1, HYL1 u SE Obina cierka
yBEJIMYEHA WM HE M3MEHWIACh M0 CPABHEHHUIO C KOHTPOJIBHOM KynbTypoil (PucyHox
58). B wmerkax ABH Obuto oOHapykeHO 2—7-KpaTHOE YBEIMYEHUS TPAHCKPHUIITOB
DCL1, HYL1 u SE. YBenuueHnue TpaHCKPUIIIIMOHHON aKTUBHOCTH BCEX TPEX KITIOYEBBIX
IF€HOB, YydacTByromux B npoueccuHre wMukpoPHK, ykassiBaer Ha T1O, 4TO
MOJIEKYJIIPHBIM amnmapaT TPAHCKPUIILIMM W CO3PEBaHUSl MEPBUYHBIX TPAHCKPUIITOB
MukpoPHK B rolB-TpaHcreHHBIX KyIbTypax rUIepaKTHBUPOBAH.

PHK-cBszpiBatoniue 6enku TGH u DDL, HeoOxoaumsbie 115t GyHKIIMOHUPOBAHUS
monayins DCLI1-SE-HYL1 (Ren and Yu, 2012; Bologna and Voinnet, 2014). DDL
B3aumozeiicteyer ¢ DCLI1, ciocobctBys pacno3HaBanuto npe-MukpoPHK ¢ momomibio
DCL1 (Bologna, Voinnet, 2014). YcranorneHo, uto 3kcnpeccus kak TGH, tak u DDL
Oblla yBelMYeHa B KIETKaX C BBICOKMM YypoBHeM TpaHcreHa (Pucynok 58), uro
JOTIOJTHUTEIHHO TIOATBEPIKIACT aKTUBaIMI0 MyTH OuoreHeza MukpoPHK kommiekcom
DCL1-SE-HYL1.

Okcrnpeccuss DCL2 u DCL3 B rolB-tpaHcreHHBIX KJIETKax ObLIa COMOCTaBHMA C
KOHTPOJIbHBIM ypoBHeM (Pucynok 58). D10 o3Hauaer, uyro rolB ne Bimser nHa DCL2-
nin DCL3-3aBucumbie npouecchl ouorenesa MukpoPHK. M3BecTtHo, 4TO M30(pOpMBI

DCL omnocpenyrot pasubie myTn 6uorenesa MukpoPHK: DCL2 u DCL3 otBeuwaroT 3a
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oOpazoBanue mnonyysiuu Maiabix uHTephepupyromux PHK mmunoni 22 u 24 m.H.,
COOTBETCTBEHHO, Toraa kak DCL1 npoayuupyet monekyisl qiuuHoi 21 m.H. (Henderson
et al., 2006).

PHK-metuntpancdepaza HENI1  metunupyeT 3penible  MOJICKYJBI  MajbIX
untepdepupyronmx PHK u muxpoPHK, uTto mpemsTcTByeT uX SH3MMAaTHYECKOU
nerpaganun (Ji and Chen, 2012). M3BectHO, uto akTuBarus 3kcnpeccun HENI1 mox
JEUCTBUEM CBETa NPUBOJAUT K CYIIECTBEHHOMY VBEIMYECHHIO OOIIEro YpOBHS
mukpoPHK B xnerkax (Tsai et al, 2014). Dxkcmpeccus HEN1 mnoBsimanace B
TPAHCTEHHBIX KJIeTKax Oojiee ueM B 2 pasa (PucyHok 58), 4ro yka3siBaeT Ha posb rolB
HE TOJBKO B CO3pEBaHMU, HO Takxke W B crabunuzanuu MukpoPHK. Pacturenbhbrit
romoJyior d3kcrnoptuHa-5, Oemoxk HST, wurpaer BaxkHyo poiab B SAEpPHO-
nuToruiazmMaTuieckom Tpancropre mnpe-mukpoPHK (Bollman et al., 2003). beuio
oOHapyxeHo, uTo reH rolB ne Biwsut Ha sxcnipeccuio HST (Pucynok 58).

Okcmpeccust AGO1 B xynberype ABH Obuta yBenuuena B 3,5 pasa (Pucynoxk 58),
4TO CBHJCTEIILCTBYET 00 akTuBarmu komiuiekca RISC/AGO1. Bepostho, rolB moxer
aKTUBHPOBATHh HE TOJBKO (POPMUPOBAHUE U CTAOMIM3ALMIO, HO U (PYHKIMOHUPOBAHHE
MukpoPHK (cBsipiBanue ¢ MPHK-mumensiMu u mojaBieHuE 3KCIPECCHUU TE€HOB-
MUIILICHEH), YTO CBUJIETEJILCTBYET 00 aKTUBAIMM Bcero myTtu OuoreHeza MukpoPHK.
Kpome Toro, B KieTkax C BBICOKMM ypoBHeM 3kcmpeccuu F0IB Owvima B 2,7 paza
WHYIIMPOBaHA TPAHCKPUTIIIMOHHAs akTUBHOCTH TeHa AGO4, u B 2,5 pa3a — rena RDR2.
AGO4 B xommiekce ¢ 6enrkoM RDR2 (PHK-3aBucumas PHK nonumepasa 2) siisiercs

ocHoBHBIM 3 dekropom PHK-nanpasnennoro merunupoBanus JIHK (Bohmdorfer et

al., 2014; Bologna and Voinnet, 2014).



248

1,0
0,9
0,8

0,7 0O At
0,6 = O ABL

S
9,3 ] O ABH
0,4 b—y

0,3
0,2 a

a
01— P — b b2 i BT ol
0,0 r.rtl+| T I ] . .

DCL1 HYL1 SE TGH DDL DCLz2

VpoBeHD SKCIIPECCHM, OTH. CA.

1,0
0,9

0,8 {_
0,7
0,6
0,5

0,4 b
0,3 a

O AL
O ABL
O ABH

VpoBcHE 3KCTIpcceHM, OTH. ¢X.

01 = ., a ah 1, a b b h b 5
), a a L —
0,0 A = = : l—rl_-_‘_Ll ; I I : : : ’_I—I

DCL3 HENI HASTY AGO1 AGO4 RDR2

Pucynok 58 — DOkchnpeccuss TE€HOB, pEryJUpYIOIIUX OHOreHe3 MallbIX
Hekoaupyromux PHK, B KOHTpoibHBIX (At) MU TpaHCTE€HHBIX KaJUIyCHBIX KYJIbTypax
A.thaliana ¢ muskum u BbicokuM ypoBHem r0IB (ABL u ABH cooTBeTcTBEHHO).
JlaHHbIE TpenCTaBIIEHbl Kak cpeqHee + cTaHaapTHas owmuoOka. PasHbie OyKBbI Haj
CTOJIOIIaM1 yKA3bIBAIOT HA CTATUCTUYECKH 3HAUMMBIE PA3JINYHsl CPEIHUX 3HaueHHH (P <
0,05), H3P-Tect ®umepa.

Hab6mrogaemoe moseimenne skenpeccus DCLL, SE, HYL1, AGO1, TGH, DDL u
HEN1 B rolB-tpanchopMupoBaHHBIX KJIETKaX MOTEHIMAIBHO JOJDKHO BBI3BIBATH
obmryro aktuBaiuio Ouorenesa mukpoPHK (Bulgakov et al., 2015). B wnayuHoi
JUTEpAType OINHUCAHbl pa3nuyHble ciay4dau, korga MukpoPHK B pacrenusax
UHIYLMPYIOTCS B OTBET Ha ompezaencHHbie ycnoBus. K mpumepy, miR393 u miR166
aKTUBHPYIOTCS B pEaKkIWy Ha WHAKTUBUPOBAaHHBIE HarpeBanweM THU(BI Tpuda
Phytophthora sojae (Wong et al., 2014), B To Bpems Kak BUpyCHas WHQEKIUSI
UHUIIMKAPYET akTuBaimio MiR164a (Bazzini et al., 2009). MHTepecHble pe3yIbTaThl

Obu mostydeHsl ipu m3ydennn MIR319 B Oryza sativa: ero cBepxskcmpeccusi BeleT K

YIYYIIECHUIO COJIEyCTOMYMBOCTH, YCTOMYMBOCTHM K XOJOAY M 3acyXxe, a TakkKe K
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MOp(hOJIOrHYeCKUM U3MEHEHHUSIM B IMIPOPOCTKax TpaHcrenHoro puca (Yang et al., 2013;
Zhou et al., 2013). IloBbimennas 3xcnpeccus MIR169 B moMugopax yCHIMBAeT HX
3acyxoycroiiunBocth (Zhang et al.,, 2011). Pacrenus A.thaliana c¢ moBbIIeHHOM
skcnpeccreid  MIR168a  1eMOHCTPUPYIOT — MOBBIIICHHYK)  YYBCTBUTCIBHOCTh K
abcuM30BOI KHUCTIOTE U yCcTOWYMBOCTh K 3acyxe (Li et al., 2012). A cBepxakcnpeccus
MIiR172 cnocoOCTByeT YJIMHEHUIO JIMCTHEB Yy B3POCIBIX PACTCHHM, a TakKKe
CTUMYJIUpPYET pocT KopHel u runokotwien (Kim et al., 2014). Taxxe ObUIO TTOKa3aHO,
9T0 cBepxdKcmpeccuss MIR171 Bhwsier Ha pa3BUTHE IIBETOYHOW MEPUCTEMBI Y SUMCHS
(Curaba et al., 2013). B mocieaHee BpeMsl YBEIHYHMBACTCS KOJHUYECTBO JAAHHBIX,
yKa3bIBAIOIIUX HAa BAKHYIO peryssiTopHyto poiib MUKpoPHK B metabonuzme ADK kak B
JKUBOTHBIX, TaK U B pAacTUTENbHBIX KieTkax (Sunkar et al., 2006; Wang et al., 2010;
Guleria et al., 2011; Kulcheski et al., 2011; Khraiwesh et al., 2012; Jaksik et al., 2014,
Dando et al., 2015). /lanpHelnme uccieaoBaHue I 3TOM B3aMMOCBSI3H B KOHTEKCTE
OHKOT€HOB  PACTCHUU, TO3BOJIUT Jydlle TMOHSATh KOMIUIEKCHBIE  IPOLIECCHI,
MPOUCXOMSININE B TPAaHC(HOPMHUPOBAHHBIX KJIETKAX Ha MOJIEKYJSIPHOM YPOBHE, U HUX
BJIMSTHUE HA PACTUTEIbHBINA OPTaHU3M.

WNurtepecnas runore3a o QynkiuoHanbHou cxoxkectu JJHK-supyco ¢ T-JIHK
arpoOakTepuil B KOHTEKCTe WX BIMSHUS Ha Ouorene3 MukpoPHK Oblna BbIIBHHYTa
Wang u coaBropamu (2011). B »Toif paboTe OBLT BBISBIEH MENbIA psii OOIIHUX
MOPGOJOTHUECKUX CBOWCTB MEXay 6b-TpaHCreHHBIMH pacTeHUSIMH W PaCTCHUSIMH,
IKCIPECCUPYIOIIUMU BUPYCHBIN TeH 2D, komupytommii cynpeccop PHK-caiinencunra u
NOJABJISIONINN UMMYHHUTET X03suHa. Kpome Toro, 6b-TpaHCreHHBIC pacTeHUS MMEIH
CHIDKCHHBIN ypOBeHb 3kcmpeccun MIR162, miR164 u miR319, a Tarke MpOSIBIISLIM
(dbeHoTun, XapaKTepHbIN sl OJIMHOYHBIX MyTaHTOB Se-1 u agol-27. Dto HabmoaeHue
noOyauJIo UcclieoBaTeeil H3y4nTh MOTEHIUAIbHbIE TPSAMbIC B3aUMOJICHCTBUS MEKITY
AK6b, SE u AGOI. Pe3ynbraThl MoOKa3zaiu, 4To O€JIOK 6b OCYIIECTBISET CBOIO
CYyIpPECCOPHYIO poib, Hampsimyro Bo3aeucTByss Ha SE m AGOIl — naBa KIHOYEBBIX
KOMITOHEHTa B MexaHu3Me Onorene3a MukpoPHK y A. thaliana. Takum o6pa3om, ObLIO
BBIJIBUHYTO Mpenoiokernre o BaxHoctu komiuiekcoB RISC/AGO1 u DCL1-SE-HYL1

B IPOLIECCE CAWIEHCMHIa TI€HOB, MHAYLMPOBaHHOM Bupycamu. PHK-caisnencunr B
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pacTEHUsIX CIY)KUT O0apbepoM MPOTHUB HAKOIUIEHUS BUPYCOB, YTO MPHUBEJIO K PA3BUTHIO
BUpyCaMU MHOTOYMCIIEHHBIX CTpaTErWil MPEOJIOJCHHUS 3TOr0 3alllUTHOIO MEXaHU3Ma
(Baulcombe, 2004). Mexanu3M KOHTP3alIUTHl BKJIIOYAeT B ce0s OEIKU-CyHpecCOphI
caitnencunra, koaupyemoie kak PHK-, tak u JIHK-Bupycamu. D11 6enku, BEpOATHO,
Pa3BUJINCh HE3aBUCUMO B DPA3IMYHBIX TpPyMNIax BHPYCOB, TaK KaK OHU CTPYKTYPHO
pa3HOOOpa3HBl M HE UMEIOT 00X MOTHBOB. DYHKITMOHAIbHASI aHAJIOTUS MEXKIY 6b 1
OenkaMH-cynpeccopaMu BHpycoB, Takumu kak 2b, PO, HcPro, P19 wu np.,
MOApPa3yMEBAET, 4YTO PACTUTEIbHBIE OHKOIE€Hbl MOTYT TIOJABIATH BPOXKICHHBIN
UMMYHUTET TPAaHCPOPMUPOBAHHBIX KIIETOK.

CTOUT 3aMETHTh, UTO UES O (PYHKIIMOHAIBHON CXOXKECTHU TeHOB IOl M BUPYCHBIX
TE€HOB TaKXX€ HE pa3 BO3HUMKaJIa B HAay4dyHOM Jureparype. B uwactHoctn, Moriuchi u
coaBTophl (2004) BbICKa3adM MPEANOJIOKEHUE, YTO HECMOTPS Ha pa3HooOpasue
MUIICHEH, OoJbIMHCTBO ROIB-mogo0HBIX OCIKOB MOTYT B3aMMOJICHCTBOBATh C
OelikaMM pacTeHUH, BIUAIONIMMUA HAa IUIACTUYHOCTh HMX PAa3BUTHUS aHAJOTUYHO
BUPYCHBIM OHKOIIPOTEMHAM B JKMBOTHBIX KieTkax. HemaBHO B XxoAe aHanu3za
MOTEHIIUAJIBHBIX MUILIEHEW OeloK-0eNKoBbIX B3aumojecTBuil RolB B «BomocaThix»
KOpHSIX TomaTta Obuio uaeHTU(uIMpoBaHo Heckoidbko PHK-cBs3biBatonmux wu
penaktupyromux Gakropos, Bkiaodas oenok AGO (Gryffroy et al., 2023). benok AGO
tTomara siBisietcst romosiorom AGO10 A. thaliana, kotopslii penpeccrpyer aKTHBHOCTb
miR165/166 nns mnopmep)aHWs TOMEOCTa3a CTBOJIOBBIX KIETOK B alUKaJIbHOM
MepucTeMe mobera W IBETOYHOM Mepucteme pactenus (Zhang et al., 2020). Dro
HAOJIOZICHUE COTJlacyeTcs C paHee YCTAaHOBIEHHBIM ()EHOMEHOM aKTHBAaIlUU
dbopMHUpOBaHUS IIBETOYHBIX U KOPHEBBIX MEPHUCTEM B KIIETOYHOU KYJIbType Tabaka IMmoj
neiicreuem rolB (Altamura et al., 1994).

3apaxenue pacteHuii maroreHoM R. radiobacter BeI3bpIBacT 3aMeTHOE, XOTSA U HE
MOJIHOCTHIO M3YyUYEHHOE BIUSIHUE Ha Mpoliecc OnoreHesa Maibix Hekogupyromux PHK.
UccnenoBanust  mokazaiad, 4YTO  Iporecc  TpaHchopManuu, HWHULUUPYEMbIN
arpoOakTepus MU, COMPOBOXKIACTCS TMojaBieHrneM Mexanusma PHK-caiinencunra B
KJIeTKax pacTeHus-xo3suHa (Dunoyer et al., 2006). Oxgrako 3T0T Y3PPEKT He OKa3bIBaT

3HAYMTEIPHOTO BIMSHUA Ha OworeHes MukpoPHK, koTtopeiii mpomoimkaer
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GyHKIMOHUPOBaTh Jake B MHGUIMPOBAHHBIX KieTkax. Hampumep, B mccienoBaHuM
Pruss u coaBropoB (2008) ObulO oOOHapykeHO, 4YTO uHHUIIUpOBaHHWE Tabaka
BUpPYJICHTHBIM mTamMmoM R. radiobacter C58 BbI3BIBACT aKTUBAIMIO HSKCIPECCUU
mMiR393, monaBisAONICH AyKCMHOBYIO CHUTHAIBHYI) CHCTEMY M HPEMSATCTBYIOIICH
TOPMOH-3aBHCHUMOM TpaHchopMalnuu KIETOK. V3yueHue mpoIrieccoB calIeHCHHTa
reHOB, BbI3BaHHbIX BHpycamu u T-/JIHK-memmaropamm, nposenernHoe Dunoyer wu
coaBropamu (2006), mpuBeIO K HHTEPECHBIM BBIBOJAM. AHAIU3UPYS IITAMMBbI
R. radiobacter A281 c¢ mnasmumoit pTiBo542 m A208 ¢ mnasmumoit pTiT37 B
CpaBHEHUU ¢ KOHTposibHBIM mTamMmoM GV3101, uccrnenoBatenu OOHApYKWUIU, YTO
ycreniHas wuHpekuus R. radiobacter 3aBucuT 0T moOAaBiIeHHS PACTHTEIBHOTO
UMMYHHOTO OTBeTa, omnocpeaoBanHoro PHK-untepdepenuneir. VYuactue PHK-
CallJICHCHHIa 0Ka3aJIOCh 3HAUYUTEIBHBIM TOJBKO HA PAHHUX CTAIUSX UH(PEKIIUH, HO TIO0
MEpe pa3BUTHUA HEOIUIACTUYECKON TpaHcPopMaluuy paCTUTENbHBIX KIETOK OH
CTAaHOBUWJICSI MEHEE aKTUBHBIM. XOTS 3T HAOMIOAEHUSI OTYACTH MPOTUBOPEYAT TUIIOTE3E
o ¢ynknuonansHoM cxonctBe T-JIHK ¢ JIHK-Bupycamm, 3TOT Bompoc ocTaeTrcs

3HAa4YUMBbIM OJIs1 I[aHBHCi/'IHJeFO HCCJICAOBAaHUA.

3.7. Bausinue reHa rolB Ha 3KCnpeccHIo reHoB, CBSI3AHHBIX ¢ TOPMOHAJILHOM
peryJsiivei U 3alIUTON pacTeHUui

JIIs TIOHMMaHWs MEXaHU3MOB, JICKAIIMX B OCHOBe IOIB-uHIynHMpoBaHHBIX
W3MEHEHU B TOPMOHAJIBHOM M 3alIMTHOM cHUCTeMaX, ObUI OCYIIECTBIICH TOWCK H
aHalIM3 cpeAu OENKOB-PEryJIITOPOB, OOECMEUYMBAIOIIMX KOHTPOJIb HaJ peau3alue
COOTBETCTBYIOIIMX IMPOIECCOB, M H3y4eHAa MX TPAHCKPUIIIMOHHAS aAKTUBHOCTH
(Bulgakov et al., 2018). IlomyueHHble AaHHBIC MO3BOJUIM PEKOHCTPYHPOBATH CETh
OeJIOK-0EIKOBBIX ~ B3aUMOJCHCTBUN, KOTOpbIE MOTYT OBITb 3aJ€HCTBOBAHBI B
MHOECTBeHHBIX 3(]dekrax, nnnynupyembix renom rolB (Pucynox 59). U3 rpymmsl
aKTUBHUPOBAHHBIX OCJIKOB HAC 3aMHTEPECOBAJIN MPEJACTABUTEIN OCJIKOB TEIJIOBOTO IIOKA
(HSP, heat shock proteins), a Takke OelKHM CEeMEWCTBA IIANEPOHOB — IIANIEPOHUHBI
(Cpn). benkm kommexkca HSP/manepoHOB, MUIIEHSMHU ISl KOTOPBIX BBICTYIAIOT

PA3JIMYHBIC KOMIIOHCHTBI IICPBUYIHOIO MeTaboaM3Ma M CHUTHAJIBHBIX KaCKaaoB,
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00eCIeYnBaroT PETYIIAIUTIO (I)YHKHI/IOHaJII)HBIX IMPOLECCOB B KIICTKE, KaK B HOPMAaJIbHBIX

YCJIOBHSIX, TaK U MIPHU pEaKIUsAX Ha cTpeccoBbie Bo3aeiicTBus (Jacob et al., 2017).

Pucynok 59 — Cerb 0elTOK-OCITKOBBIX B3aWMOJCHCTBUI, BOBJICYCHHBIX B I0IB-
OTIOCPEIOBAHHYIO PETYIIALNIO Pa3IMUHbIX KJIETOYHBIX MMPOIIECCOB.

[Ipencraputermn  maneponmaoB, Cpnl0 wu Cpn60, ObUM  3HAYUTEIBHO
akTUBHpOBaHbI B I0IB-Tpancrennoii kymeType A.thaliana (Pucynox 60). ITpu 3tom
TPaHCKPUIIIIMOHHAS aKTUBHOCTH TeHa | CP-1, konupyromiero manepoHruH-COAepKaInui
T-komrutekcHblii moymnentun 1, B kynstype ABH He m3menmnack (Pucynok 60).
CewmeiictBo OenxoB Hsp70 nenutcs Ha nBa mopacemeiictBa: DnaK u Hspl10/SSE
(Jungkunz et al., 2011). TpanckpuniumonHass aktuBHOCTH HSP70-6 u Hsp70-7
(moacemericto DnaK, xmoporactabie n30(opMbl) ObLIa 3HAYUTENIHHO MOBBIIICHA B
rolB-tpancrennpix  kiaerkax. Jlpyrme Oenxku  Hsp70, Takme kak Hsp70-10
(moxcemeiictBo DnaK, mutoxoHapuansHas nzodopma), a takxke Hsp70-14 u Hsp70-15
(moacemerictBo  Hspl10/SSE, nwmro3onpHBIE U30(OpPMBI), HE OTIMYAIMCH HA

TPAHCKPHIIIIMOHHOM YPOBHE B KOHTPOJBLHOM M TpaHCreHHO# KynbType (Pucynox 60).
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Dkcrnpeccus npeacraBuTens cemeiictBa 6enkoB Hsp90, rena Hsp90-2, B nmuauu ABH
TaKXe 0CTajach HEM3MEHHOW. MIHTepecCHO OTMETHTh, uTO '0lB oKka3an BIMsSHUE TOJIBKO
Ha XxJjoporutactHbele (hopMbl OenkoB TeruioBoro moka A. thaliana, rakue xax Hsp70-6,
Hsp70-7, Hsp90-5. DTo HabmrojeHHEe MOATBEPIKIAeTCs HCCICAOBAaHHMEM, B KOTOPOM
NOKa3aHo, 4To rolB-TpanchopMupoBaHHBIE pacTeHUsT TOMaTa 00Jaaiy MOBBIIICHHBIM
YPOBHEM SKCIIPECCHHM TE€HOB XJIOPOIUIACTHBIX HSP MO CpaBHEHHMIO C HOpPMATbHBIMHU
pactenusmu (Bettini et al., 2016b). Hsp70 BbICOKO KOHCEpPBAaTHBHBI y JYKapHOT, U
HEKOTOpbIe MX (PYHKIMU Y >KUBOTHBIX W PACTCHHM CXOXH. B0 0OHApyX eHO, 4TO y
KUBOTHBIX CBepxdKcrpeccuss HSp70 obOecreunBaeT MOBBIMICHHYI) BBDKHBACMOCTH
OIyXOJIEBBIX KJIETOK OJylarojapsi cBOEH CHOCOOHOCTH HMHTMOMpPOBaTh pa3HOOOpa3HbIE
NyTH KJIETOYHOHM rubenu, BKiIo4as amonto3 (Murphy, 2013). B cinydae ¢ reHom rolB
HAOJII0JaeTCsl aHAJIOrMYHas CUTyalus, KOrJa yBEJIWYeHHe sKcrpeccuu reHoB Hsp70
CONMPOBOXKIAETCS  MOJABJICHUEM  3alpPOrPAMMHUPOBAHHOW  KJIETOYHOM  rudenu
TpaHcreHHbix KieTok (Gorpenchenko et al.,, 2012). W3BectHo, uro HSp70 BmecTe ¢
OpYyIrMMHM  IIallepOHaMU  KOHTPOJIUPYIOT  HOPMalbHBIM  (OJAMHT  OEIKOB U
IpEeIOTBpaIlaeT UX arperamuio npu HeOIaronpusaTHeIX ycioBusx (Jacob et al., 2017).
Tpancrennsie pactenus A. thaliana, skcnpeccupyrommie ren Hsp70, nposBisu
MOBBIIICHHYIO YCTOWYMBOCTh K TETUIOBOMY, OCMOTHYECKOMY M COJEBOMY CTpEcCy
(Montero-Barrientos et al. 2010). Takum obOpa3om, rolB-unmynupoBanHas akTHBaLUs
OenKOB  TEIJIOBOro  IIOKa  oOecreuMBaeT  OJIarONpHUsTHBIE — YCIOBHUS  JJIs

HEOIJIACTUYECKOU TpaHC(hopMaIluu U POCTa PAaCTUTEIHHON TKAHHU.
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Pucynoxk 60 — Dxkcmpeccusi peryisiTOpHBIX TE€HOB B KOHTPOJIBHBIX (At) u

TpaHCreHHBIX Kautycax A.thaliana c¢ Beicokum ypoBHem skcrmpeccun rolB (ABH).
JlaHHBIC TIPEICTaBIICHBI Kak cpeaHee =+ craHmapTHas ommoOka. * CTaTHCTHYECKH
3HaYMMBbIe pa3nuus cpeaHux 3uadeHui (P < 0,05), t-tect CThioACHTA.

AHan3 3KCIpeccud TeHa KuHaszbl, B3auMmojeictByromed ¢ VH1 (VIK, VHI-
interacting kinase), BBIABMJI MOYTH 3X-KPaTHYH aKTHUBAIUIO TPAHCKPUIIIMOHHON
akTUBHOCTH oA nerictBueM Oenka RolB (Pucynox 60). benok VIK wurpaer BaxHyro
pOJIb B pa3IMUHBIX OMOJOTHYECKHUX Tpolleccax pacTeHuil. OH y4acTBYyeT B ayKCHH-
aKTUBHPYEMOM CHTHAJIBHOM TIIYTH, 3aIllATHOM OTBETC Ha MHUKPOOHBIC SJIUCHUTOPHI,

HETaTHUBHOM  PETYJSIIIUU  MPOTpaMMHUPYEMOW  KJIETOYHOW  TUOenu, peryisiuu
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THIIEPYYBCTBUTEIHHOTO OTBETA PACTEHHWU M OTBETAaX Ha XOJOJOBOW M OCMOTHYECKHIA
ctpecc (Ceserani et al., 2009). WuTepecHO, YTO MHOTHME M3 H3THX IPOIIECCOB
OCYIIECTBIISIIOTCA B KJETKaX, 3KCHpeccupyromux Tred rolB, 9ro ykaspiBaeT Ha HX
B3aMMOCBSI3b B PETYJIIUH (PHU3NOTOTHIECKIX OTBETOB PACTCHHUH.

Hekoropele mnpencraBuTeNd CceMEHCTBA NUKIOGUIMHOB  (TETTHIAI-TIPOIIUII-
uc/Tpac-uzomepasbl), takume kak CYP18-3 (ROC1), CYP19-2 (ROC6), CYP19-3
(ROC2), CYP20-2 u CYP20-3 (ROC4), noxapnsuinck B r0OlB-TpaHCreHHBIX KIIETKaX.
JlanHbIE OCNKU OTHOCST K OJTHOMY CEMEWCTBY OJM3KOPOJCTBEHHBIX IHMKIO(DIIMHOB,
y4acTBYIONIMX B PEQOIAMHTE U MOAICP)KAaHUN ONITUMATIBLHON KOH(OPMAIIUU Pa3InIHBIX
oenkoB (Romano et al., 2004). ROCI1 cBs3an ¢ pazButueM 3PpPeKTop-aKTHBUPOBAHHOTO
UMMYHUTETA PACTCHHH, a TaK)Ke OMOCPEAYIOT UMITOPT OETKOB B SApa M KJICTOYHBIN
oTBeT Ha coseBoit crpecc (Shin et al.,, 2011; Li et al., 2014). ROC2 ¢wusuvecku
B3aMMOJICUCTBYET C KAJIbMOIYJIMHAMHA M TaKHM 00pa3oM BJIMSACT HA IMMPOKUN CTIEKTP
peakiuii, KoHTpoaupyembix 3tumu Oenkamu (Kaur et al., 2015). ROC4 cesasbiBaeT
OKHCIIUTETPHO-BOCCTAHOBUTEIIBHBIC Y CBETOBBIC CUTHAIIBI C OMOCHHTE30M ITUCTCHHA U
CTPECCOBBIMHU peakiusamMu B xjoporuiactax (Dominguez-Solis et al., 2008) u u3Becten
KaK KJIIOYEBOM 0enoK-3¢(deKTop, CBSI3BIBAIONINN TOPMOHAIBHYIO CUTHAIM3AIUI0 C
OMOCHHTE30M aMHUHOKHCIOT W OKHCIUTEIBHO-BOCCTAHOBUTEIBHBIM TOMEOCTAa30M BO
Bpemsi ctpeccoBbix peaknuidi (Park et al., 2013). Cuwkenue ypoBus ROC4 B
TpaHC(HOPMHUPOBAHHBIX KJIETKaX MOTJIO TMPUBECTH K M3MEHCHHIO MMMYHHOTO CTaTyca
kierok. ROC6 (CYP19-2) u CYP20-2 B3aMMOICHCTBYIOT C TpPaHCKPHUIIIMOHHBIM
penpeccopom BZR1 u niuToknHUHOBOM curHaabHOM cuctemoit (Zhang et al., 2013), uro
CBHJICTEJILCTBYET 00 ydyacTuu rolB B ropMOHAIBHON CUTHATU3AIUHM U MOYKET OOBSICHHUTD
MHOTOYHCJICHHBIE IUTOKMHUH-3aBUCUMBIC MOP(HOJIOTHYCSCKUE U3MCHCHMUS,
HaOmromaemeie y rolB-tpancdopmupoBannbix pactenuii A. thaliana (Kodahl et al.,
2016). TloBblllicHHAas OKCIpeccusi OCJIKOB ceMeicTBa IanepoHuHOB B rOIB-
TpaHC(OPMHPOBAHHBIX KaTycaX TakKe MOXET OBbITh CBSI3aHA CO CHH)KCHHEM
sKcnpeccuu MUKIOQMIMHOB. O (GyHKIIMOHATBHOW CBSI3W OEJIKOB TEIJIOBOTO IOKA C
UKI0(GHINHAMU Y PaCTeHHUH W3BECTHO Majlo, HO B MCCIICJAOBAHUSAX HA JKUBOTHBIX H

YeJI0OBEKE CBSI3M TAKOTo THIa ObLTH mpoaeMoHcTpupoBansl (Taipale et al., 2014).
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JlpyruM  BO3MOXKHBIM ~ 3(h(PeKToM  caiieHcuHra IUKIOGUIMHOB B r0IB-
HKCIPECCUPYIONINX KIETKAX MOXKET SIBIISITHCA T0JIaBJIEHHE SKCIIPECCHH T'eHa perenTopa
st aktuBupoBaHHOM C-kuHasel 1A (RACKIA), BaxHOro Oenka, peryJiupyromero
ounorene3z manbix PHK (MukpoPHK u xopotkux untepdepupyromux PHK). RACKI1A
3T0 perynsaropusiii  WD40-conepxamuii  0€JIOK, KOTOpPBIA SIBISETCS OCHOBHBIM
npeacraBurenem cemeiictBa RACKI] wu  ydactByeT B peryjsiiud MHOXECTBA
CUTHAJIBHBIX MyTeH, omocpenoBaHHbIX B3aumojerdcTBUsIMU RACKI1A-nmkinoduinnb
(Kundu et al., 2013; Cheng et al., 2015). benok RACK1A o6ecnieunBaeT HaKOIIJICHUE U
NpOLIECCUHT HeKOoTopbhiX mpu-MukpoPHK, HemocpencTBeHHO B3auMMOIEUCTBYS C
SERRATE u xommuiekcom AGO1 (Speth et al., 2013). Otu B3aumoaeiicTBUS MOTYT
OBITH BOBJICYEHBI B MOMIYJISAIIMIO SKCIPECCHH KOMIIOHEHTOB mporieccuara MUKpoPHK

o aevicresueM rolB.
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3AK/IIOYEHUE

B mpoiiecce ropu3oHTaIbHOrO MEPEHOCAa T€HOB MEXIy MOYBEHHOW OakTepuei
Rhizobium rhizogenes u pacreHHsMH TPOMCXOAHWT MEPEHOC M  IOCICAYIOLIAs
uHterparuss  1-JIHK mnmasmuaer Ri B TeHOM  pacTeHUWil, YTO TPUBOIUT K
HEOIJIACTUYECKOW TpaHchopmaluu KJIeTokK. [7naBHeIMM KommoHeHTamu T-JIHK
SBJISIFOTCS TeHbI FOl, KoTOpbIe cunTaroTcs Hanbosiee 3HaYMMbIMU reHamu R. rhizogenes B
KOHTEKCTE TeHeTuueckor Tpancopmaruu. OHU UTPaIOT PEIIAIONLYIO POJIb B MHAYKIIUU
CUHApPOMAa «BOJIOCATHIX» KOpHEH, 4YTO TIOJYEpPKUBAET HX OCOOyl0 pojb B
NEepPenporpaMMUPOBAHUNA  MOJIEKYJIIPHBIX, OHOXMMUYECKUX M  (PU3HOIOTHYECKUX
IIPOLIECCOB PACTUTEIBHBIX KIIETOK.

B mocnennue aBa gecsATHiCTUS TeHbl IOl MPUBJIEKIN 3HAYUTENFHOE BHUMAHUE
MCCIIEI0BATENE KaK KIIOYEBBIE PEryJIATOPbl pOCTa W TOPMOHAIBHOM PETyISLIUN
pacrenuii. OOHapyXeHHas CHOCOOHOCTh TEHOB [0l K aKkTHBaUM BTOPHYHOTO
MeTaboM3Ma KaK B Pa3MYHBIX BHUJAX PACTEHHH, TaK U B KIETOYHBIX KYJIbTYypax,
OTKpbIBaJIa OOJIbIIME NEPCHEKTUBBI HMX MCHOJb30BaHMS B OMOTexHONOruu. Tem He
MEHEe, WX INPUMEHEHHE OKa3aJloCh COMNPSIKEHO C TPYAHOCTSIMH, OO0YCIOBIEHHBIMU
HEJIOCTATOYHBIM TOHUMAHUEM MOJIEKYJISIPHBIX MEXAHU3MOB UX JEUCTBHS. B yacTHOCTH,
ObUIO BBISICHEHO, YTO TeHbl 0l MOryT OKa3bIBaTh IUICHOTPOIHOE BO3JCHCTBHE HA
IPOLECChl pOCcTa U BTOPUYHOrO MeTadoiM3Ma. DTO MOAYEPKUBAIO HEOOXOIUMOCTh
IIPOBEJCHUS NABHEUIINX HCCIICIOBAHUM, HANPABJIEHHBIX HA M3y4YEHUE MEXAaHHU3MOB
BO3JICHCTBUS TeHOB 0l Ha GMOCHHTETUYECKUE ITyTH PACTUTEIBEHBIX KICTOK.

B pesynbraTe HacTOsIICH AMCCEPTAIIMOHHOW padOThI MOKAa3aHO, YTO TeHbI IOl
00JaIal0T YHUKAJIBHOM CIIOCOOHOCTBIO AKTHUBUPOBATh BTOPUYHBIA MeTa00IM3M
pacTeHU U COXPaHAIOT CBOU 3(PPEKT Ha MPOTHKEHUU JUIUTEIBHOTO KYJIbTUBUPOBAHUS
TPAHCTEHHBIX KJIETOYHBIX KyJbTyp. I3ydeHbl MOJIEKYJIAPHO-TEHETUUECKUE MEXAHU3MBI
aKTUBUPYIOLLIETO CHUTHAaja OTAENbHBIX TE€HOB, a Takke 3(P(EKTbl UX COBMECTHOTO
NpUMEHEHHs. BBICOKMH ypOBEHb TPAHCKPHUIIIIMOHHON aKTHMBHOCTH TreHa I0IB
CYILIECTBEHHO YCHJIMBAET OMOCHHTE3 BTOPHUYHBIX METa00JUTOB. (OJHAKO BaXXHO
OTMETHUTb, YTO YPE3MEpHasl JKCIPECCUS ITOr0 I'eHa MOYKET HETraTWBHO BIMATH Ha

npoiudepanuio KIETOK. ITO CO3Ja€T HEOoOXOAMMOCTh B «JO3UPOBAHHUM» €O
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HKCIPECCUU, OCYUIECTBIISIEMOM MyTEM OTOOpa MOAXOMASIIMX KJIETOYHBIX JHHUN Ha
HavaJbHBIX 3Tamax co3naHus rolB-TpaHCreHHBIX KyJabTyp. Takol MOAXOM MO3BOJISIET
MaKCUMHU3HUPOBAaTh IOJIE3HbIE CBOMCTBA T'€HAa MNPU MHUHHUMH3ALUUU TOTEHIHAIBHBIX
HeXesaTenbHbIX 3 dekToB. B ornuune ot rena rolB, ren rolC okassiBaeT MeHee
BBIDAKEHHOE  AaKTUBUpPYIOIIEE  JACICTBUE, OJHAKO, OH 00JaJaeT  Ba)XXHbIM
PEUMYIIECTBOM B CIIOCOOHOCTH YBEIUYMBATH MPUPOCT KIECTOYHOW OMOMACCHI, U ATOT
abdexT coxpaHseTrcs Aake B YCIOBHUSX BBICOKOH TPAHCKPUIIIMOHHOW aKTHUBHOCTU
TpaHcreHa. OCOOCHHO TpPUMEYATeNbHO, YTO TIPU COBMECTHOW dkcrpeccun oIC
CIOCOOCH KOMITEHCHPOBAaTh HEratMBHOe BiusHHE F0IB Ha mponmdepanuio KiIeTok.
Taxxe BrepBble ObLI0O OOHAPYKEHO, YTO B MPOLIECCE UIUTEIBHOIO KYJbTUBUPOBAHUS
reH I0lA BBI3BIBaCT MOCTENCHHOE YBEIMYCHHE OWOCHHTETUYECKOTO IOTCHIIAIIA
KJIETOK. OTOT pe3yibTaT SBISETCS HEOXUJAHHBIM, YUUTHIBAs OOIICTIPUHATOE
YTBEPKJICHUE, YTO JUIUTEIbHOE KYJIbTUBUPOBAHHUE KJIETOK PACTEHUN OOBIYHO CHUKAET
WX MPOAYKTUBHOCTh. BakKHO OTMETUTH, YTO aKTUBUPYIOIIEE ICHCTBUE TEHOB FOl MoXeT
IPOSIBISATECS MO-Pa3HOMY B 3aBHUCHUMOCTH OT BHJA PAcTeHMs, YTO OOYCIaBIMBAET
cnenupuIHOCTb UX A(P(PEKTOB B pa3IMUHBIX OOBEKTaAX.

[ensl rol taxxe oOecreunBalOT 3aIIUTY PACTEHUI OT Pa3HOOOPA3HBIX CTPECCOBBIX
(hakTOpOB, UTO OOBSICHSCTCS UX BIUSHUEM Ha METaOOJU3M aKTUBHBIX (hOPM KHUCIOpOaa
(AOK). bbulo ycraHOBIEHO, YTO 00a TE€Ha CIOCOOCTBYIOT YMEHBIICHUIO
BHYTpUKJIeTOUHON KOHIeHTparmu ADK, npuuém nanubIi 3P deKT 3aBucen 0T ypOBHS
AKCIPECCUU TPaHCTEeHA. DTOT (PEHOMEH HAOIIOAANICS KaK B KJIETKAX, HaXOISIIUXCS B
HOPMAaJIbHOM COCTOSIHMM, TaK U MPH BO3AEeCTBUM BHEIIHUX UHAYKTOpoB ADK. Kpome
TOro, cHwkeHue ypoBHs A®DK coxpaHsnoch U mpu TpaHchopMmaluu KIETOK TUKUM
mrammoM R. rhizogenes A4, uro ykassiBaeT Ha OOIIYI0 OHMOJIOTHYECKYH0 aKTUBHOCTH
3TOT0 MAaTOreHa. BakHO OTMETHTh, YTO TEHbI IOl HE MPOSBISIIOT CHHEPTUYECKOTO
sbdexta B oTHomenun mnpoaykuuu ADK. Knetku, Tpanc@opMupoBaHHBIE TUKUM
ITAaMMOM arpoOakTepuid, MOKa3aJld YMEPEHHOE CHUKeHUE KoHueHTpaiuu AQOK,
YPOBEHb KOTOpPOro ocTaBaiicsi Bbiie, ueM B r0lC-kynbTypax, HO ObLI HHXE IO
cpaBHeHMIO C r0IB-akcnpeccupyromumu KyiabTypamu. Takke yCTaHOBIIEHO, YTO T'€H

rolC He oka3bIBacT BIMSHHS Ha KJIETOYHYIO cucTeMy netokcukanuu ADK. YposeHb
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9KCIPECCHH T'C€HOB, KOJUPYIOIINX aHTHOKCUIAHTHBIC (epMeHThI, B I0lC-TpaHCreHHBIX
KJIETKaX OCTaJICSi HEM3MEHHBIM M0 CPAaBHEHUIO C KOHTPOJBbHBIMU KieTKaMH. OmHAKO
ATOT TeH mnoaamisii akTuBHOCTh HAJIOH-okcumasbl, KOTOpasi SIBISETCS KIHOYEBBIM
KOMITOHEHTOM cucTembl Tenepanuu ADK B pactenusx. B otimuuune ot rena rolC, ren
rolB He momaBisT TpaHCKpHUIIIMOHHYIO akTHBHOCTH HAJIDH-okcumas, HampoTus,
BbI3bIBas e¢ ctuMyIsinuio. CrefoBarenbHo ¢ dekT Oenka ROIB cBs3aH ¢ akTHBaIuen
3alUTHBIX PEAKIUN KIETKH, YTO, B TEOPHH, MOTJO Obl MPUBECTH K YBEIMYCHHUIO
npoaykiuun ADK. OnHako B KiIeTkax ¢ TpaHcreHoM rOIB HaOnromanack akTHBanus W
TCHOB AaHTHOKCHUJAHTHOW CHCTeMbL. OTOT 3amuTHbI 3¢dexkt rolB nporus
n30bITouHOor0 HakoruieHuss ADK Obul HACTONBKO 3HAYUTEIBHBIM, YTO TPAHCTEHHBIC
KJIETKM MOTJIM BBIJIEP)KUBATh JIETAJIbHbBIC JI1 HOPMAIbHBIX KJIETOK J03bl MHIYKTOPOB
A®K, Takux Kak MeHaJMOH W mapakBaT. Kpome Ttoro, o6a rena, rolB u rolC,
uarnoupytotr uzodopmel CDPK, yuactBytomme B mpoxykiuun ADK, mpu stoMm
aktuBupysa u3opopmel CDPK, cmocobctBytomme aerokcukanuio ADK. BeposTHo,
ATOT MEXaHHU3M TAaKXKe€ BOBJIEYEH B nojaaBieHue APK U BHOCHUT BKJIaJ B MOBBIIICHUE
YCTOMYMBOCTU TPAHCTEHHBIX KJIETOK K aDMOTUYECKUM CTPECCAM.

[Tomy4yeHHbIe pe3ysbTaThl AEMOHCTPUPYIOT, YTO TpaHChOPMAIUS PACTUTEIHHBIX
KJIETOK reHamu FOl oka3pIBaeT BIMSHUE HA CIIOKHYIO CETh B3aUMOJICHCTBUMN, KOTOPAs
BKJIIOYaeT B ce€0sl KOHTPOJIb IT'€HOB aHTHOKCHUJAaHTHOU cuctembl, HAJIOH-okcuaas u
KaJIbLIUI-3aBUCUMBIX TpoTenHknHa3 (Pucynok 61). Ot 3¢ dekTsl, ¢ 0JHON CTOPOHHI,
NPUBOJAT K aKTHUBAIMM T€HOB BTOPUYHOTO MeETaboJiM3Ma M 3allUTHBIX T€HOB, a C
JPYTOM — MPEMSITCTBYIOT upe3mepHoit npoaykiuun ADK, obecrieunBas TakumM 00pa3zom
3alllUTy PAcTeHUH OT OKHUCIUTEILHOrOo cTpecca. JlomojaHuTenbHO TreHbl IOl
OCYUIECTBJISIOT ASMUTCHETUUECKYI0 PETyJAlMI0 KIETOYHBIX (PYHKIMH MNOCPEACTBOM
monaymsiun - Ouorene3a MukpoPHK. B cooTrBeTrcTBMM ¢ 2TOW  KOHIIEHITUEH,
TOpPMOHaJIbHAST PETYJIALMS TPEeACTaBiIseT cOO0OM JMIIb OAWH M3 KOMIIOHEHTOB B
KOMIIJIEKCE MOJIEKYJISIPHOTO TMEPEenporpaMMUPOBAHUs, KOTOpPOE JIEKUT B OCHOBE
TpaHchopMaIMi PACTHTEIBHBIX KJIETOK FOl-reHamu. B eCTECTBEHHBIX YCIOBHSIX 3TH
¢ dexTsl 00eryaroT KOJOHU3ALMIO KIETOK-X035€B arpodakrepusmu. Bmecre ¢ Tem,

JAaHHBIC CBUJCTCIBLCTBYIOT O IIOJIOKUTCIIBHOM BJIMAHHH 3TUX T'CHOB HaA AJAIITUBHBIC
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CBOMCTBAa pacCTEHUH: OHU YBEIUYMBAIOT CTPECCOYCTOMYUBOCTH U CIIOCOOCTBYIOT
YCUJICHHOMY HaKOIUICHUIO (PUTOaneKCUHOB. [[1s OMOTEXHOJIOTMH paCTEHUN BaKHO
IPaMOTHO HCIIOJIB30BATh 3TOT MPHUPOJHBIN OMONIOrHYECKU (EHOMEH B MPAaKTHUECKUX

OciaX JI1  IOBBIICHHA 3alllUTHOI'O ITOTCHIIMAJIAa paCTeHI/IfI N YyJIydlICHHUA HX

OMOCHHTETHYECKUX CBOMCTB.
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Pucynok 61 — O0mast cxema (hyHKIIMOHUPOBAHUS T€HOB IOl.
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BbIBO/IbI

1) Ha mpumepe knetouHoil kymbTypel Rubia cordifolia Bmepseie BbIsiBICHA
CIOoCOOHOCTh TeHa FOlA WHIYynHMpOBaTh HAKOIUICHWE BTOPUYHBIX METaOOJMTOB U
TPAHCKPUIILMIO TEHOB WX OMOCHHTE3a B MpPOLECCe IMTEIBHOTO KYJIbTHUBUPOBAHUS
KIeTok. B To ke Bpems, BiausiHue reHoB rOIB m rolC Ha BTOpHUHBIA MeTabOIM3M
OCTaeTCcsl CTa0WJIBHBIM Ha TPOTSKCHHH BCEro Tepuoaa HaOmojeHus. B KIeTodHbIX
kynbrypax R. cordifolia mocturayT BBICOKHMII ypOBEHb NPOIYKIIMH AHTPAXUHOHOB,
001aIatoUX MTPOTUBOBOCTIATUTEILHBIMHA U aHTHOKCHIAHTHBIMU CBOMCTBaMH.

2) Ilokazano, utro reHsl r0lIB m rolC akTHBUpPYIOT HaKOIUIEHHE MPOW3BOIHBIX
¢dbeHaHnTpeHa, apUCTONIOXHEBBIX KHUCIOT W MarHoQuopuHa, B TpPaHCHOPMHUPOBAHHBIX
kopHsx Aristolochia manshuriensis, moBblmas mnpu 3TOM aHTHOKCHAAHTHYIO H
UTOTOKCUYECKYI0 aKTUBHOCTh DKCTPAKTOB M3 3TUX KYJBTYp. BakHBIM TOCTOMHCTBOM
rol-TpaHCreHHBIX ~ KyJIBTYp  SIBJSICTCS CHW)KCHHE  KOHIICHTPAIIUM  TOKCHYHOTO
COCITMHEHMSI — apUCTOIOXUEBOM KUCIOTHI |.

3) Tpanchopmarus KIeTOYHBIX KyiabTyp Arabidopsis thaliana remom rolB
MOBBIINIAET KOHIIEHTPAIlMM HWHIOJBHBIX TJIIOKO3WHOJATOB, HE BIMSAS IPH 3TOM Ha
Ka4eCTBEHHBIH cocTaB MeTabosmToB. B pactenmm skcmpeccust rolB crumynupyer
ounocunTte3 ¢uraBoHOUIOB. JlaHHbIE d(PHEKThl COMPSIKEHBI C MOIYJISIMEH SKCIPECCUH
¢daktopoB Tpanckpunimu MYB wu bHLH, a Takke KOOpAMHHUPYEMBIX HMH
OMOCHHTETHYECKUX TCHOB.

4) BeblsBieHbl HOBBIC AaCIEKThl BIMSHHUS TeHOB IOl Ha penokc-cratyc
TpaHC(HOPMUPOBAHHBIX KJIETOK pacteHuid. ['eHbl rolB u rolC BBI3BIBaIOT CHUXCHUE
KOHILIEHTpaluu BHYTpUKIEeTOUHbIX ADK, koppenupyroliee ¢ ypoBHEM MX JIKCIIPECCUH,
HO TIpH OTOM HE OKa3blBaIOT  CHUHepruueckoro d3¢ddexra B  KIETKax,
TpaHchOpMHUpOBaHHBIX AUKUM ImtaMMoM R. rhizogenes A4. ITokasano, yto kak rol-
TpaHCreHHble, Tak ¥ PRIA4-TpaHCPOPMHUPOBAaHHBIC KJIETOYHBIC KYJIBTYPHI 00Ja1ar0T
MOBBIICHHON YCTOMYMBOCTBIO K TEMIIEPATYPHOMY U COJIEBOMY CTPECCY.

5) PackpsIT MOJIEKYJISIPHBIN MEXaHU3M JIeHCTBHS IeHOB Fol Ha MetaGomm3m ADK.
I'en rolB aktuBupyer kak mnpookcuaantHeie (HAJ®H-okcumasel), Tak

AHTUOKCUIAHTHBIE T€HBI (aCKOPOATIIEPOKCUIA3bI, CYNIEPOKCUAANCMYTa3bl U KaTajaasbl),
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torna kak rolC wunHrnbupyer aktuBHocth HAJI®H-okcumasel, He 3aTparuBas
AHTUOKCUJAHTHYIO 3alIUTHYIO cucteMy. Kpome Toro, oOHapykeHa nuddepennnanbHas
perynanus u30(popM KaiablHii-3aBUCUMBIX MTPOTEMHKHUHA3, 00ECIICUNBAIOIIAs CHIKEHUE
YpOBHsI BHYTpUKJIETOUHbIX ADK.

6) Bmepseie mokazaHo, 4to TeH rOIB Brmuser Ha MONEKYISIpHBIA MEXaHU3M
onoreHeza  MUKpoPHK, aKkTuUBUpYs  SKCIPECCHMI0O T'€HOB, YYacTBYIOIIUX B
dbopmupoBaHUU, cTAOUIU3AINHA U (PYHKIIMOHUPOBAHUHU 3TUX MOJIEKYII. [lelicTBue Oenka
RoIB cBszano ¢ momymsmmeii sxcnpeccnn reHa RACKLA, perynupyromiero 0uoreHes
mainbeix PHK.

7) OxapakTepu30BaHO BIIMsAHUE F0IB Ha SKCIpeccHio TEHOB, CBS3aHHBIX C
TOPMOHAJIBHOW PETyJSUMEN, 3allUTHBIMUA PEAKIUMAMU M KaJbIIMEBOW CHUTHAJIBHOMU
cuctemoii.  Haumbonee  3ameTHbie  WU3MEHEHHUS  BBISBICHBI B PETYJISIHUU
TPAHCKPUIILIMOHHOM  aKTUBHOCTM  OEJIIKOB  TEIUIOBOIO IIOKA W  HEKOTOPBIX
IIpEeICTaBUTENIEH CeMENCTBA LIMKIOPUINHOB.

8) VYcraHoBieHO, 4TO TeHBI FOl mpencTaBisaoT co00i 3((HEKTUBHBIA HHCTPYMEHT
B OHMOTEXHOJIOTMU [IJIsl CO3/aHMsI CTAOWJIbHBIX KIETOYHBIX KYJIbTYp pAacTEHUH C
MOBBIIICHHBIM COJIEp)KaHUEM BTOPUYHBIX MeTabonuToB. Kpome Toro, oHu Ttaxxke
NEpPCHEKTUBHBI 1 pa3pabOTKU  CTpAaTE€Tui, HANpaBIE€HHbIX HA  YCUJICHHE

CTPECCOYCTOMUYNBOCTU PACTECHUM.
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CIIUCOK COKPAILIEHU

CaM — kanpMoay/HH,

CML — kanpMOayJIMH-TIO0OHBIE,

CBL — xanenmaeBpuH-B-mo100HEbIE,

CIPK — CBL-B3anMo1€iICTBYIOIIHNE MPOTEUHKHUHA3HI,
CaMK — kanbpMo 1y IMH-3aBUCUMBIE TTPOTECMHKUHA3HI,
CCaMK - Ca2+/CaM-3aBucruMbie IPOTCUHKUHAZHI,
CDPK/CPK — Ca?*-3apucumsle Ser/Thr mpoTeMHKHHA3HI,
NLS — curnai smepHOM JTOKaTU3aIin

Rboh — romonoru okcumassl pecnupaTOpHOTO B3PHIBA,
Ri — root inducing,

Ti —tumor inducing,

Vir — 0eJI0K BUPYJICHTHOCTH,

a.0. —aMHUHOKHUCJIOTHBIE OCTATKH,

A®K — aktuBHBIE (HOPMBI KUCIOPO/IA,

AT® — anenozuntpudocdar,

['T® — ryano3untpudocdar,

['T® - ryano3unaudocdar,

I.H. — TIap HYKJICOTHUIOB,

[TOJI — nepeknucHOE OKUCTIECHHE JIUTTUIOB,

CO/1 — cynepokcuaaucMyTasa,

T-AHK — tpancnopthas /JHK,

®C I - poTtocucrema I,

®C II — poTocucrema II,

OTL — 3AEKTPOH-TPAHCIIOPTHAS LETIb.
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