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OBLIAS XAPAKTEPUCTHUKA PABOTDI
AKTYaJIbHOCTh NPO0JIEMBI.

buonorudeckas aszordukcamysi BHOCHT CYIIECTBEHHBIN BKJIaJ B KPYroBOPOT a30Ta B
npupojie. boOoBbIe pacTeHHs 00JIaAa0T YHHKAJIBHOW CIIOCOOHOCTBEO BCTYNATh B CUMOMO3 C
a30T(UKCUPYIOIMMU OaKTepusiMi, OOOOLICHHO Ha3bIBaeMbIMH pu300usiMu. B pesynbrare
B3auMoieiicTBHs ropoxa moceBuoro (Pisum sativum L.) ¢ mouBennbiMu 6aktepusmu Rhizobium
leguminosarum bv. viciae Ha KOpHSIX pacTeHuil 00pa3yrOTCsi HOBBIC OPraHbl — KIYOCHBKH, IPU
(GOpMUPOBAHUM KOTOPBIX MOXHO MPOCIECIUTh 332 TAaKUMH TNPOIECCAMM, KaK MHUTOTHYECKas
peakTuBanus, Tpoiudeparys ~— KIETOK  MepucTeMbl  KiyOeHbka, auddepeHnnpoBka
WHQUIIUPOBAHHBIX KIETOK, CBSI3aHHAS C MMOBTOPSIONMIMMHUCA IHKIAMHU JHIOPETYTUIUKAIIH,
pa3BUTHE 3AIIUTHBIX PEaKIMid M WX TOJABJICHHE INPH COBMECTHMBIX B3aMMOJCHCTBHSIX C
Oakrtepusimu, HeoOparumas guddEepeHIMPOBKAa OaKTepwii MOA JIEHCTBHEM PACTHUTEIbHBIX
dakTopoB B ocolyto popmy, Gpukcupyronryro aTMOChHEpHBIN a30T, HA3bIBAEMYIO OaKTEpOMIaAMH
(Frendo et al., 2020; Tsyganova et al., 2018). Takum oOpa3oM, CUMOMOTHYECCKHI KITyOCHEK
SIBIISICTCS. YHUKAQJILHOW MOJIENBIO JJISi UCCIICJOBAHMS psiga (YHIaMEHTAIBHBIX M IPHKIATHBIX
BOTIPOCOB OHOJIOTHH.

[Tpu ¢opmupoBaHuu ¥ (YHKIMOHHUPOBAHWU TAKOW YYBCTBUTEILHOW CHUCTEMBI, Kak
a30T(UKCUPYIOMHNNA KIyOCHEK, OKHCIUTEIHLHO-BOCCTAHOBUTEIFHOE COCTOSHUE PAaCTUTEILHOU
KJICTKH M €€ KOMIIAPTMEHTOB, ONPEACIseMOe COOTHOIICHHEM MPO- U aHTHOKCHIAHTOB M HUX
B3aUMOJICHCTBHEM, KOHTpOJHpYeT MHOXecTBO mpoueccoB (Ribeiro et al., 2015; Matamoros,
Becana, 2020). Ocoboro BHHMaHHS 3acCiay)KHBacT BOJOPACTBOPUMBIA AHTHOKCHUIAHT U

OKHUCJIUTEIILHO-BOCCTAHOBUTENBHBIN Oydep pacTeHWil — HU3KOMOJICKYJISIPHBINH THOJI TITyTaTHOH
(GSH). GSH yyacTByeT B peryiasiliud pa3BUTHS PACTEHUNW M pEaKIUAX Ha OMOTHYECKUU U
abuoruueckuii crpecc (Maughan, Foyer, 2006; Noctor et al., 2012; Frendo et al., 2013), Bbimostusis
pAN  YHHKQIBHBIX (YHKIUH, HE TMO3BOJSIONIMX 3aMCHHUTH €ro JPYyTHM THOJOM WA
aatnokcumantom (Gest et al.,, 2013; Foyer et al., 2012; Noctor et al., 2012). GSH moxer
BBICTYIIATh B POJIM CUTHAILHOW MOJICKYJIbI, (PEpMEHTHI €ro OMOCHUHTE3a U KOJUPYIOIIHE X TeHBI
MOTYT SIBIISATHCS HEMOCPEACTBEHHON MHIIIEHBIO TOPMOH-UHAYIIUUPYEMBIX OTBETOB, KPOME TOTO,
GSH nanpsimyro B3auMOJICHCTBYET ¢ OeTKaMu, U3MEHSIS KX THOJ-AUCYJIbPUIHBIN cTaTtyc. Takue
MOCTTPAHCIISALMOHHBIE MOIU(UKAIIMA MOTYT MPUBOANTHh K U3MEHEHUIO aKTUBHOCTH OENKOB, UX
CTaOUIIBHOCTHU WJIM JIOKaNU3auu. Y 6000BBIX pacTeHuil oOHapy:KeH YHUKaiabHbIA romonor GSH

— romoruytratuoH (hGSH), KOTOpbIi, BEpoOsITHO, Takke ydyacTBYeT B IpolLieccax pa3BUTHS U
aJIanTallMy K CTpeccy y pacTeHH, BKIIto4as Kiry0eHbkooOpa3oBaHue. M3BeCcTHO, UTO yBeIUUeHHE
COJIEpXKaHUsI ATUX THOJIOB KOPPEIUPYET C yBeIHUYeHHEeM dS(PPeKTUBHOCTH a30T(PHUKcAUUA U
YBEJIMYEHUEM JKCIIPECCUH T€HOB, YUYaCTBYIOUIMX B (DYHKIMOHUPOBAaHUM KiyOeHbkoB (Dalton et
al., 1993; El Msehli et al., 2011). Hanportus, cHiwkenue 3)(HEKTHBHOCTH CBS3BIBAHUS a30Ta
KOppeNupyeT CO CHUKEHHEM YPOBHEH THOJIOB BO BpEMsI €CTECTBEHHOTO W MHIYLUPOBAHHOI'O
crapenus kinyoenbkoB (Evans et al., 1999; Matamoros et al., 1999; Groten et al., 2005; Marino et
al., 2007; Naya et al., 2007).

Tpanckpuntomubiii ananu3 pacrenuii Medicago truncatula ¢ neduiurom cunTe3a
THOJIOB TOKa3ajl, YTO Ha PaHHUX JTamax B3aMMOJEUCTBHS C KIYOCHBKOBBIMU OakTepusMH B
WHOKYJIMPOBAaHHBIX KOPHSX aKTUBUPYIOTCS TE€HBI, YIaCTBYIOIIUE B 3AIIUTHOM OTBETE PACTCHHH,
0c0o0eHHO perynupyemblie camuimioBoii kuciotoit (Pucciariello et al., 2009). Dtu pe3ynabrars
KOPPEJIUPYIOT C TaHHBIMHU, MTOJTYYEHHBIMH Ha IPYTUX BUAax pactenni, uto GSH HeoOxoaum mist
ONTUMAJIbHOW 3aIUTHl PACTEHUH OT MATOT€HOB, SBISAACH HE TOJIBKO HCTOUYHHUKOM CEphl s
CHHTE3a BTOPHYHBIX META0OIUTOB, HO M yYacCTBYsI B IIPOIIECCAX MEePeIaui CUTHAIOB U N3MEHEHHUH
THOJ-IUCYTb(UAHOTO cTaTyca HeKoTopbix OenkoB (Tada et al., 2008).

Otu nansble nokasbiBatoT BaxkHocTs GSH 1 hGSH B pa3zButun u GyHKIIMOHUPOBAHUN
KIyOeHbKOB. OCOOEHHBIM MHTEpec MpeACTaBiIseT HEOJHO3HAYHOCTh (DYHKIMI STHUX THOJIOB,
KOTOPBIE MOTYT KaK BBITIOJHSIOT POJIb AHTHOKCHIAHTOB M OKHCIUTEIHHO-BOCCTAHOBUTEILHOTO
Oydepa 11 HOPMAIBHOTO MPOTEKAHUS BBICOKOUYBCTBHUTEIBHBIX pPEAKUUN CHMOMOTHYECKOH
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¢ukcanMu asora, TaK M YYacTBOBaTh B HHAYKIMH U CYNPECCHU 3AIIUTHBIX pEaKUui,
COTMPOBOXKAAIONTUX (POPMUPOBAHUE KITYOCHBKA.

Heab u 3agaum padorbl. llenpio gaHHOW paOOTHI SIBISAJIOCH BBIABICHHE POJIH
HU3KOMOJIEKYJISIPHBIX ~ THOJOB B pa3BUTUU M (QYHKIMOHUPOBAHHHM JPGEKTUBHBIX U
Hed(PEeKTUBHBIX CUMOMOTHYECKUX KIyOeHbKOB P. sativum.

Jlj1s nocTHKEHMs! TOCTaBICHHOM 11eNu ObUTH c(hOPMYIUPOBAHBI CIIEAYIONINE 3a/1a4H:

1. Awnanu3 nposiBICHUN 3alIUTHBIX pEakIHid B KIyOeHbKax Hed(P(PEKTHBHBIX MyTaHTOB P.

sativum.

2. Amnanus ypoBHeil sxcnpeccun reHoB ¢pepmenToB Onocunteza GSH u hGSH u coneprxkanus
GSH u hGSH B HeWHOKYIMpPOBaHHBIX KOPHSX, B 3((PEKTUBHBIX U HEIDPEKTUBHBIX
KiayOeHbkax P. sativum.

Nmmynonokanusamus GSH B apdexTuBHBIX 1 HedpPEKTHBHBIX KiayOeHbkax P. sativum.
Wzyuenue BiaustHUS 00paboTku nHruOutopom 6mocunre3a GSH n hGSH u 3x30reHHBIM
GSH Ha pasButre 3pPpeKTHBHBIX U HedPHEKTUBHBIX KIyOeHbKOB P. sativum.

Hayunasi HoBHu3Ha paGoThbl. BrisiBiieHBl HOBbIE (PEHOTUIINYECKHUE MTPOSIBIIEHUS MyTalUil

sym33-3 u sym40-1, cBa3aHHbIe ¢ UHAYKIHUEH 3alIUTHBIX PEAKIHi — OTIOKEHHEM cyOepuHa B

How

TKaHsAX HeI(P(PEKTUBHBIX KITyOSHHKOB M YBEJIIMYCHUHU SKCIPECCUH T€HOB — MAapKEpOB 3aIIUTHBIX
peakimii 7RA84, HSR203J u ABR17. BrepBoie nokaszano, uro cootnomerHrne GSH u hGSH B
KiybeHpkax P. sativum um3mensieTcs mocie BbIxoAa OakTepuil M3 MH()EKIMOHHBIX HUTEH, 4TO
ABJIIETCS. HEOOXOMMBIM YCIIOBUEM Pa3BUTHUSI CUMOMOTHYECKOTO Ki1yOeHbka. C MCIOJIb30BaHUEM
CUMOMOTHYECKUX MyTaHTOB P. sativum BriepBbie MOKa3aHO, YTO MHIYKIHS 3AIUTHBIX PEaKLUil B
HEed(D(DEKTHBHBIX KIYOCHbKAX CONPOBOXKAAeTCs M3MeHeHueM B mertabommsme GSH u hGSH.
BriepBbie ObLIO MPOJEMOHCTPUPOBAHO, YTO B HEAIPPEKTHUBHBIX CUMOMOTHYECKHX KIYyOEHBKAX
HEIOCTAaTOK THOJIOB IPUBOJUT K HAPYIICHUIO Pa3BUTHS MEPHCTEMBI, POCTa NH()EKIIMOHHBIX HUTEH
U JIeJIeHus1 CUMOMOCOM, a B 3(h(peKTUBHBIX — K NMPEKAECBPEMEHHOM Jlerpaaliii CMMOUOTHYECKIX
CTPYKTYP.

Teopernueckoe ¥ __mpakTHYecKoe 3HayeHWe. Pe3ymbraTsl JuiccepTalliél  BHECITH
CYIIECTBEHHBIH BKJIaJl B IOHMMaHUE MOJIEKYJISIPHO-TEHETHUECKUX MEXaHU3MOB (hOPMHUPOBAHHUS
CUMOMOTHYECKOTO KITyOSHbKA M KOOPAMHAIIMH €T0 Pa3BUTHUS C 3AIUTHHIMU CHCTEMaMH PACTCHHUS,
OCYILECTBIIIEMOH B TOM YHCIIE MOCPEACTBOM OKHCIUTEIBbHO-BOCCTAHOBUTEILHOIO OanaHca ¢
ydacTHeM HH3KOMOJIEKYIsIpHbIX THONOB GSH 1 hGSH. PerynupoBanne merabonm3ma THOJIOB B
KIyOeHbKaX M KOPHSIX OOOOBBIX pacTeHUil MOXET ObIThb BaXKHBIM MHCTPYMEHTOM HE TOJIBKO
NOBBIIICHUS 3(PPEKTUBHOCTH CHUMOMOTHYECKON a30TQHUKCAIMM, HO TaKXe YCTONYMBOCTH
pacteHuii xk matoreHam. Kpome Toro, usydeHue mnapajuiesnedl MExXIy pa3BUTHEM cUMOMO3a U
naToreHe3a I03BOJISICT HMIACHTU(UIIMPOBATh MEXAaHH3MBl 3aIIMTHl PACTCHHUs, KOTOpBIE OBLTH
UCTOJIb30BaHbl B  XOJIE JBOJIOLUMHU JUId Pa3BUTUS CUMOMOTMYECKMX OTHOUIEHWH W,
COOTBETCTBEHHO, MMPUCYTCTBYIOT HE TOJIBKO Y OOOOBBIX PACTCHHIA.

3ammuiaeMble M0J10KeHUsI IMCCEPTANMM.

1. Myrammuu P. sativum mo renam Sym33-3 u Sym40-1 mnpuBOAST K BOCHPHUSITHIO
MHUKPOCMMOMOHTA B Ka4eCTBE MOTEHIIMAIBLHOTO MaTOTeHa U MEPEKII0YSHUIO IPOTrPaMMBbI
cuMOMo03a Ha 3aIUTHBIN OTBET.

2. V3MeHeHMs B aKTUBHOCTH I'eHOB OrocuHTe3a THooB U konmnyectBe GSH u hGSH ¢ onnoii
CTOPOHBI SIBIITIOTCS YacThIO TPOTPAMMBI Pa3BHTHS CHUMOMOTHYECKOTO KiIyOeHbka P.
sativum mocie BBICBOOOXIEHHS OakTepuil W3 HMHQEKIMOHHBIX HUTEH, C JPYrod —
BOBJICUCHBI B 3alIUTHBIC PEAKIINU, HHIAYIIUPYEeMbIe TpH HEdPPEKTHBHOM CHMOHO3E.

3. BoaddexruBHbIx KiyOeHpKax P. sativum moanepskuBaercst 0oiiee BHICOKOE COOTHOIICHHUE
GSH : hGSH, 4yeM B HeapPeKTHBHBIX KITyOCHbKaX W HEMHOKYJIUPOBAaHHBIX KOpHX, GSH
HEoOXoauM sl (PYHKUIMOHUPOBAHHUS MEpPHCTEMBbl KIyOeHbKa W OaKTepOuIOB MpU
s dexTuBHOM cUMOMO3eE.

JInyHblii  BKJIAA couckareasl. lccienoBaHus, TIOCBSIIEHHBIE HM3YYEHUIO DPOJIU
HU3KOMOJIEKYIISIPHBIX THOJIOB B (OPMUPOBAaHMM U (YHKIHOHUPOBAHUM CUMOMOTHUYECKOTO
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Ki1yOeHbka P. sativum, mpoBeaeHbl THYHO aBTOPOM. VICKITIOUEHHE COCTaBIISICT KOJIMYECTBEHHAS
OIIEHKA COZICp)KaHUs THOJIOB B 00pa3Iiax ¢ MOMOIILI0 METO/Ia BEICOKOI(P(EKTUBHOM KHIKOCTHON
Xpomarorpaduu, COBMEIIEHHONW ¢ MacC-CIIEKTPOMETPHUECKUM JETEKTUPOBAHHEM, BBIITOJIHEHHAS
coBmecTHO ¢ Pycckux S1.B. u Uepnosoit E.H. B ®I'bHY HULIDb PAH. Marepuansi, Bomeaime
B COBMECTHBIE ITyOJIMKAIMH, 00CYKJAIHCh C COABTOPAMH U PYKOBOJUTEIEM PAOOTHI.

CreneHb J0CTOBEPHOCTH. J[OCTOBEPHOCTh pe3yJabTaToOB oOOECleYeHa IPOBEACHUEM
UCCIIEJOBAaHUM C HCIOJIb30BAHUEM COBPEMEHHBIX METOJUMK Ha BbICOKOTEXHOJIOTMYHOM
obopynoBanuu B LIKII «I'eHOMHBIE TEXHOJOTUH, POTEOMHKA U KileTouHast ouosorus» ®I'BHY
BHUHNCXM u LKII «Kierounsie 1 MOJEKYJISIPHBIC TEXHOJIOTHH U3YUYCHUSI PACTEHUI U TPUOOBY
OI'bYH BMH PAH.

Anpobanusi padorbl. MaTepuansl guccepTaldy  ObUIM TpPEACTaBICHb Ha 14-TH
OTCUYECTBCHHBIX M MEXKIYHApOJIHBIX KoH(pepeHmusx, B Tom uymcie: I (X) MexmayHnapoaHoi
O0orannuyeckol KoH(pepeHIMH MoioAbiX yueHblx (2012 1., Cankr-IlerepOypr), 6-ii
Bcepoccuiickoli  koH(pepeHIMM ~— MOJIOABIX  y4yeHbIX — «CTparterus ~ B3aUMOJIEHCTBUSA
MUKpPOOPraHM3MOB M pacTeHuil ¢ okpyxatouie cpenoit» (2012 r., Caparos), 18-it
Mexnynaponnoit IlymuHcko#l mKoasl — KOH(EPEHIIMH MOJOIBIX yueHbIX «buonorus — Hayka
XXI Beka» (2014 r., ITymuno), 6-m cre3ge BOI'uC (2014 r., Poctos-na-Jlony), MexayHnapogHoi
KoH(pepeHIMU «[ eHeTnyeckast HHTErpaus nIpo- U 3yKapuoT: (GyHJaMEeHTaIbHbIE UCCIEeIOBAHUS
U coBpeMeHHble arporexHosiorun» (2015 r., Canxr-IletepOypr), Bcepoccuiickoii Hay4dHOMI
KOH(EepeHIIMH C MEXAYHapOJIHBbIM Yy4acTHEM M WIKOJE JUIs MOJOJBIX yueHbIX «PacTeHus B
YCIOBUSX TJOOANbHBIX W JIOKAJIbHBIX MPUPOAHO- KIMMATHUYECKUX M  AHTPOIOTIE€HHBIX
Bo3eiicTBuii» 1 8-M Che3ae O6mecTBa dhusnonoros pacrenuit Poccun (2015 r., [TerposzaBosck),
19-m Mexnynaponnom koHrpecce no azordurcanuu (2015 r., [Macudux-I'poys, Kamudophus,
CIIA), HayuHoli koH(pepeHIMH C MEXKAYHapOJHBIM YYacTHEM M IIKOJE MOJIOJBIX YYEHBIX
«CurHajbpHbIE CUCTEMBl paCTEHHIl: OT penenTopa A0 OTBETHOW peakuuu opranusma» (2016 r.,
Cankr-IlerepOypr), IV~ Poccuiickom cuMnosuyme ¢  MEXIYHApOJHBIM  y4dacTHEM
«PUTOMMMYHUTET W KJIETOYHasl CUTHanu3auus y pacreHuid» (2016 1., Kazasp), 4-m
MexayHapolHOM CHMIIO3UyM€ 10 CHUTHAJUMHTY W ToBeAeHuto pactenuit (2016 r., Cankr-
[TerepOypr), 20-m MexayHapoaHOM KOHTpecce o azoTduxcaruu (2017 r., I'panaga, Mcnanus),
Bcepoccuiickoil HayuHOUW KOH(pEpeHIMH ¢ MeXAyHapoJHbIM yuyactueM u Illkone Momonbix
yUeHbIX «MexaHU3Mbl YCTOWYMBOCTH PACTEHUH W MHUKPOOPraHU3MOB K HEOJIAronpHUsATHBIM
ycnoBusaM cpenisl» (2018 1., Upkytck), 13-it EBponeiickoii koHpepeHuuu mo azorpukcanuu (2018
r., CrokromneMm, llBenus), Mexnynaponnom konrpecce «VII cbe3n BaBunosckoro obimiectBa
TeHETUKOB M CEJIEKLIMOHEpOB, mNocBsAmeHHbl 100-netuto kadeapsl renetuku CIIOIY, u
accouurpoBaHHble cumno3nyms» (2019 r., Cankr-Ilerepoypr).

Hannas pabora Obuta ¢uHaHcoBo mojzepxaHa IIpaBurensctBom Cankt-IlerepOypra
(rpantom 2014 roma), MunHucTepcTBOM 00pa3oBaHusl U HayKH (IOCYIapCTBEHHBbIE KOHTPAKTHI
NoNe 11301, Ne 16.552.11.7085, Ne 14.607.21.0178, cormamenus 8056, 8109), rpantom
[Tpesunenta PO (HILI-337.2012.4), Poccuiickum ¢ponmom pyHnaMeHTanbHBIX UcclieqoBanuii (14-
04-00383), Poccuiickum HaydHbIM (oHaoM (14-24-00135, 17-76-30016).

Ilyoaukanuu. Ilo marepuanam nucceprauuu onmyonukoBaHo 19 pabor, B ToM uucne 4
CTaTbU M3 CIIMCKA, pekoMeHaoBaHHOro BAK, KoTopble BKIIOUEHBI B MEXIYHAPOJHYIO 0azy
Scopus.

CTpykTYypa M 00beM padoTsl. JluccepTanys COCTOMT U3 BBEJCHUS, 0030pa JIUTEPATYPHI,
onucaHus 0ObEKTOB U METOJOB HCCIIEIOBAHUS, PE3YIbTaTOB 3KCIEPUMEHTAIBHON pabOThl U UX
00CYX/IeHUs, 3aKIIOYCHUs, BBIBOJOB, CIHCKA LUTUPYEMOHM JHUTEpaTypsl M MPUIOKEHUS.
Huccepramust u3noxkena Ha 160 crpanunax, coaeput 6 Tabmuim, 23 pucyHka. CHHCOK
JUTEPaATyphl BKIIIOYAET 337 HAaMMEHOBAHUM, U3 HUX 329 — Ha THOCTPaHHOM SI3bIKE.

BbaarognapHocTu. ABTOp BbIpakaeT MPHU3HATENIBHOCTh M 0JaroapHOCTh CBOEMY
HayyHoMy pykoBoautento LlpiranoBy B.E. 3a obcyxneHue pe3ynbTaToB, KOHCTPYKTHBHYIO
KPUTHKY IAHHOIO MCCIEINOBAHHSA, 3a IPEJOCTAaBICHUE WHTCPECHOM TEMBI NHCCEPTALHHA U
oOecrieyeHne YCIIOBHM JIJIs1 €€ BBIOJHEHHsI. ABTOP BBIpaXKaeT 0JaroapHOCTh CBOMM KOJUIETaM,
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COTpPYAHUKAaM JabopaTopuu MOJEKYIsIpHOM M kietoyHoi Ouonornn ®I'BHY BHUMCXM
Hemuenko K.H., I{piranosoii A.B., KutaeBoii A.b., CepoBoii T.A., Kycakuny IL.I'. u ['opmikoBy
AlIl, a rtakxke corpyanukam apyrux mnadopatopuii ®I'BHY BHUUMCXM Kynaesoir O.A.,
Jlenmsnen U.B., Kupuenko A.H. 3a momomp B paboueM mpoliecce M IpYyx)ecKyro atMmochepy.
ABTOp npu3HATEIbHA COTPYIHUKAM LIEHTpa KOJUIEKTUBHOTO noJsib3oBanus ®I'BHY BHUMCXM
u [TunaeBy A.I'., a takxe corpyanukam HULIDB PAH Pycckux .B. u Uepnonoii E.H. 3a nomomnib
B MPOBEJCHUU AaHAJIM30B B PaMKax JaHHOW paboTbl. ABTOp BBIpa)aeT OyiaromgapHOCcTh Jlonrux
E.A. 32 KOHCTpYKTUBHBIE 3aMEUaHUs K IPOBEICHHOMY HCCIIEIOBAHUIO U TEKCTY TUCCEPTALUU.

ABTOp HUCKpeHHe OnaronmapHa cBouM poaurtensiM MeanoseiM M.I. m A.B., cectpe
ITepeanoroit O.A., a Takxke JmurpueBy A.C. 3a 6e3rpaHHUHYIO JII000Bb, 3a00TY U MOJIACPKKY.
ABTOp HCKpeHHe OyiarofapHa CBOMM JpYy3bsM 3a IMOAJEpXKaHWe OOEBOro AyXa NpU CO3JaHHU
JccepTaluu.

COJAEPKAHUE PABOTbI
B 00630pe nuTepaTyphl M370XKEHBI ONMMCAHUS PA3BUTHS CUMOHMOTHYECKOTO KITYOCHBKA H
UMMyHHUTETa 6000BBIX pacTeHuii. Oco0oe BHUMAaHUE yIEICHO POJIM B 3TUX MPOIIECCaX THOIOBBIX
tpurnentuaoB GSH u hGSH.

MATEPHUAJIBI U METO/IbI

OO0beKTHl _Hcc/IeI0BAHUS M _YCJIO0BUSL BbIpamuBaHus. B pabore ucnonb30BaHbI
pactenust ropoxa nocesnoro (Pisum sativum L.) nuauu aukoro tuma SGE (Kosterin, Rozov,
1993) u cumbunoTnueckre Myrantsl u3 kowiekuuun ®I'BHY BHUNCXM, nonydeHHble Ha ee
ocHoe: mytaHT Sym40-1 u amtenspHble MyTaHTHl — SYM33-2 u Sym33-3. KirybeHbkn MyTaHTHOU
muann  SYym40-1  xapaktepusyrorcss 00pa3oBaHHMEM THUIEPTPOPUPOBAHHBIX WHPEKITMOHHBIX
KaIiellb, aHOMaJbHOM Mopdosorndeckoit auddepeniuposkoit 6akreponaos (Tsyganov et al.,
1998), NOBBIIICHHBIM HAKOIUICHUEM MIEPOKCHIA BOJIOPOIA, B OCOOCHHOCTH, BOKPYT FOBEHIIBHBIX
0aKTepouIoB U MPEKIEBPEMEHHON Jerpananueil cumOnornyeckux crpykryp (L{piranosa u op.,
2009; Serova et al., 2018). MyranTHast ajutesnb Sym33-2 sIBISETCS CTPOTOM, B 3TUX KIIyOCHbKAX HE
HPOUCXOAUT BbIX0JIa OaKTepHii B IMTOMIa3My pacturensHoit kinetku (Ovchinnikova et al., 2011).
Pa3BerBnenHass MHPEKIMOHHAS HUTh, C aHOMAJIBHO YTOJIICHHBIMH CTCHKaMH, OJOKHpYETCS B
KJIETKaX Hapy»XHOH KOpbl KiyOeHbKa. Asutenb Sym33-3 XapakTepu3yl0TCsl HEUETKO BbIPAXKEHHBIM
(EeHOTUTIOM, B HEKOTOPBIX KJIETKaX HAOIIOAACTCs BBIXOJ] OakTepuil M3 MH(PEKIHUOHHBIX HUTEH
(Tsyganov et al. 1998; Voroshilova et al., 2001).

Pacrenuss ObUIM WHOKYJIHMPOBAHBI ITaMMOM KJIyOeHBKOBBIX Oaktepuit Rhizobium
leguminosarum bv. viciae 3841 (Glenn et al., 1980). B kadecTBe cyOcTpaTa IMpu BhIPAIIMBAHUH
pacteHuii OBUT UCTIOJIB30BaH BEPMHKYIIHT, JOMOJHEHHBIH 0€3a30THBIM MUTATEIFHBIM PACTBOPOM
(Féhraeus, 1957). Pactenust ObliM BhIpALEHbl B KIMMAaTHUECKUX KaMepax MpU KOHTPOIUPYEMBIX
ycnoBusx. CO0p KiryOeHBKOB ITPOBOIMIICS Yepe3 OHY, IBE, TPH, YETHIPE WIIH IIECTh HEEIb MOCe
uHokynsiiuu (HIT) B 3aBUCHMOCTH OT aHaNU3a.

Oo0padoTrka L -0yTHOHUH-S,R-cyIb(OKCMMHHOM ¥ 9K30T€HHBIM _TJIYTATHOHOM.
Pactenus oOpabatbiBasin mytem gobOasneHust B cyocrpar 0,1 MM pactBopa L-Oyrnonun-S,R-
cynbdoxcumuna (BSO) umm pacteopos 0,1 MM BSO u 0,5 MM GSH omnoBpemenHo. OreHKY
BusHuss BSO Ha xiyOeHpkooOpazoBaHHME, T'MCTOJOTHYECKYIO OPraHU3aIMI0 KIyOCHBKOB,
HKCIIPECCUIO T€HOB U KOJIMYECTBO THOJIOB B KOpHAX npoBomun yepe3 2 HITN. B skcnepumenTax
¢ ak3oreHHbIM GSH a1 00paboTKM pacTeHUi MCIOIB30BAIM PACTBOPHI IBYX KOHIIEHTPALUH —
0,1 MM u 1 MM. AHanu3 THCTOJOTUYECKOW OpraHu3aIliu KIYOCHBKOB, DKCIIPECCHU TEHOB U
KOJINYECTBA THOJIOB B KOPHSX MPOBOIMIN Takke uepes 2 HITH.

MouJekyasipHo-TeHeTHYeckue MeToabl. ToransHas PHK Obuta Beiienena u3 kiryOeHbKOB
U KopHell ¢ momomblo peareHTa PureZol Isolation Reagent (Bio-Rad) cormacno mpotokomy
npousBoautens. I[P B pexume peasbHOrO BpPEMEHM MPOBOAMIACHE B aBTOMATHYECKOM
ammupukarope C1000™ Thermal Cycler, coBmemennom ¢ ontudeckuM Momyiem CEFX96™
Real-Time System (Bio-Rad) ¢ ucnons3oannem iQ SYBR Green Supermix (Bio-Rad).
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BoicokodddexkTUBHAA KUAKOCTHAsA XpoMarorpadus, COBMENIEHHAd ¢ Macc-
CIEKTPOMETPUYECKUM JIeTeKTUPOBaHNeM. BrifeneHue THOJOB OCYIIECTBIISIIM Ha OCHOBE
METOIMKH, onucanHoi panee (Bardarov et al., 2015). Jlist skcTpakiuu ucrnosb3obaics 200 MM
TUTHOTPEUTON. AHaIU3 SKCTPAKTOB BBIMOJHSIM C HCIOJIb30BAHUEM CHUCTEMBI IS
BbICOKO3(p(peKTUBHOI >kuaKocTHON Xpomatorpaduu nokonenust LC-20 Prominence (Shimadzu
Corporation) B codyeTaHUU C THOPUIHBIM MAacC-CIIEKTPOMETPOM C TaHAEMOM OpOUTAIbHON U
nuHeiHoi noHHbIX JoBymek LTQ Orbitrap XL (Thermo Fisher Scientific) cormacao YepHoBoii u
op. (2018) ¢ HEOOMBIITUMHU U3MEHEHUSIMH.

CgeroBasi, ¢duyopecueHTHasi W Jja3epHas KOH(QOKajJAbHasi CKAHUPYIOIIAs
MMKPOCKONHUSA. AHAIIN3 JIOKATU3aUHU CyOeprHa B KITyO€HbKaX MPOBOIUIICS C TOMOIIbIO METOJIOB
(iIyopecleHTHOI ~ MHUKPOCKONIMM  CpPE30B, OKpAIICHHBIX HEHTpaJbHBIM  KPAacHBIM IO
moauduimposantoi meroauke (Lulai and Morgan, 1992) na mukpockorne AxiolmagerZl (Carl
Zeiss). [Jus BwisBienuss GSH cpes3bl KiyOCHBKOB ObLTM WHKYOMPOBaHBI C MEPBUYHBIMU
NOJHMKIOHAIBHBIMA ~ aHTHTenamu  (Agrisera). B kauecTBe BTOPUYHBIX AHTUTENA OBUIH
UCIIOJIb30BaHbl anTHTENA K IgG, koHbtorupoBanubie ¢ AlexaFluor 488 (Thermo Fisher Scientific).
JHK snep um OakTtepmii Obula oOKpaimieHa #WomumoMm mnponuaus. MccinegoBanue o0pasioB
IPOBOJWIIOCH C TIOMOIIBIO JIA3ePHBIX CKAHUPYIOMMX KOH(OKaNbHBIX MHKpockornoB LSM 510
META u LSM780 (Carl Zeiss).

CraTucTunyeckue MeTo/Abl U MporpaMmMHoe odecneyenne. Cratuctuieckas o0padboTKa
JaHHBIX TMPOBOJMIACH C IMOMOUIBI0 OJHO- M JBYX(AKTOPHOTO AMCIIEPCHOHHOTO aHaiu3a ¢
UCToNb30BaHueM mnporpammuoro obecmeyenns GraphPad Prism (GraphPad Software, Inc.) u
cpensl mporpamMmmupoBanus R. Jiisi cBETOBOM MHKPOCKOMUU OBLIO HUCIIOJIB30BAHO MPOTPaMMHOE
obecrieuenne ZEN 2 core SP1 (Carl Zeiss), mist kondokanpHoit Mukpockonnn — ZEN2009 u
ZEN2012 (Carl Zeiss).

PE3YJIBTATHBI U OBCYXJIEHUE
1. IlposiBneHMe 3alMTHBIX peakuuii B HeIP(PEeKTUBHBIX CHUMOMOTHYECKUX
Kaybenbkax P. sativum myranTHbIx juHuii Sym40-1 u sym33-3
1.1. AHanu3  rUCTOXHMHYECKOH  JIOKAJM3alMH  OTJIO)KeHHMH  cy0epuHa B
TPexXHeIeJdbHBIX KiayfGeHbKax P. sativum aukoro Tuma M MYTAHTHBIX JHHHI
sym40-1 u sym33-3
B pamkax pgaHHOM pa0OoThl OblIa NpOaHANM3MPOBAHA JIOKANIM3alus CyOepuHa B
3¢ dekTuBHBIX 1 HEIPPEKTUBHBIX KiIyOeHbkax P. sativum. B kiyOeHbKax AMKOTO THIA 4Yepe3 3
HIIM otnoxenust cyOepuHa OBbUIM BBIABIEHBI TOJIBKO B DJHJOJAEpME, OTIENSAIOLIEH ciou
BHYTPEHHEH W HapYXHOH KOpPBI KIyOCHbKa B TOCTMEPUCTEMATHUECKUX TKAHIX. YTOJIIECHHE
KJIETOYHOM CTEHKU y PACTCHMH BBINOJHIET OapbepHyr0 (YHKIMIO. BbIsBIEHHBIE OTIOXKEHHUS
cyOepuHa B DHIOJEpPME KIyOCHBKOB JMKOTO THIIA B TEPBYIO OUYEpeqb HEOOXOIUMBI JUIS
OTPaHUYEHUsS JIOCTYyNa KUCIOpOJa B TKaHW, I/le (YHKUMOHHUPYET HUTpOreHa3a, HEOoOpaTHUMO
uHaKkTUBUpyemas kuciopogom (Minchin et al., 2008), a Taxke Ui 3alUTBl OT W3JIMIIHEH
JIeTUIpaTalliH, COJIEBOTO CTpecca U MPOHUKHOBEHMsI maToreHoB (Schreiber et al., 1999).
OTtnoxxeHne cyOepuHa B KIETOYHBIC CTCHKH TaKXKe SIBISETCS HOPMAJbHOW peakIuer
pacTeHMiI Ha maToreHHyoo HMH(pekuuio. B pesynbrare moBblaeTcs MeXaHHYecKas MPOYHOCTh
KJIETOYHBIX CTEHOK, OTPAaHHMYMBACTCS IPOHUKHOBEHHE W PACIPOCTPAHEHUE TAaTOTeHa, MPUTOK K
HEMY MUTaTeNbHBIX BemlecTB. B 0000BO-prH300MaIbHOM CHMOMO3€ PACTEHHE KOHTPOJIUPYET
KaX/IbIii 9Tan HHQEKINH, 1 B Cllydae HapyIICHUs TPOTPaMMBI pa3BHTHS KITyOCHbKA MPOUCXOIUT
ee MEepeKNIIOUeHHe Ha 3allMTHBIA OTBeT. bIOK pa3BUTHS CHMOMOTHYECKOro KIIyOSHBbKa Mocie
BBIXO0JIa OAKTEPHI B PACTUTEIHHYIO IIUTOILIA3MY, IPOUCXOSAIININ y MyTaHTHOW MK Sym40-1,
IOPUBOJAUT K U3OJISIUHM OT OCTAJILHOT'O PACTEHUS Cpa3y BCEro KiIyOeHbKa IMyTeM CyOepHHM3aluu
KJIyOE€HBKOBOM SHIOJICPMBI M SHIOJICPMBI, OKpYKatoleil cocymucteie myuku (puc. 1A-T'). Panee
cxoaHbIi penotun ObuT omucan Ay mMyranta M. truncatula Mtsym6 (Tirichine et al., 2000) u
pacTeHuil ¢ moaaBieHHON skcmpeccueit rena MtHAP2-1 (Combier et al., 2006). OtmoxeHwe
cyOepuHa BOKpPYT NMPOBOASAIIMX ITYYKOB, BUJMMO, OTPAHUYMBAET JOCTYN K KIYOCHBKY BOJBI U
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NHUTaTEeIbHBIX BEIECTB, OJOKUpYs ero nanpHedmmii poct (Tirichine et al., 2000). MyranTHbIe
KIIYOCHBKH Tak)Ke€ XapaKTePU30BAIMCh apecTOM KIYOE€HBKOBOM MEpPHUCTEMBI, YTO OBLIO
ACCOIIMMPOBAHO CO CMBbIKaHMEM KIyOeHbKOBOW 3Hmonepmbl. I'en Sym40 — opromor rena M.
truncatula MtEFD, xomupyromiero TpaHCKPUIIMOHHBINA (DAKTOp, SBIAIONIMICA HEraTHBHBIM
PEryyisiTOpoM B IMTOKMHUHOBOM CUTHaNIbHOM Kackajne (Tsyganov, Tsyganova, 2020). Myrauus B
rede Sym40 BemeT K MHOTOYHMCIICHHBIM aHOMAJIMSIM B Pa3BUTHHU KIyOEHbKA, BKJIIOYAs PaHHHA
apect Mepuctembl (Voroshilova et al., 2009), ¢opmupoBanue runEpTPOPUPOBAHHBIX
WH(EKIIMOHHBIX Kallelb, SPKO BBIPAKCHHBIE 3alllUTHBIC peakiuu (maHHas paboTa) U
NpeXICBPEMEHHYIO Jerpaaanuio cumonoTndeckux crpykryp (Tsyganov et al., 1998; Serova et
al., 2018).

Pucynok 1. —
I'mcroxumuyeckas
JOKAJIM3ANUSA OTJI0KEeH I
cyOepuHa B TpexHeAeIbHBIX
KJyoenbkax P. sativum
MYTAHTHBIX JINHUH M0 reHam
sym40-1 (A-T') u sym33-3 (JI- 3)

(A-T') crpenku yKa3pIBalOT Ha
SHAOACPMY, * — TPOBOMSIINE
nyukd, ([-3) HakOHEYHUKHU
CTPEJIOK M CTPENKU YKa3bIBAIOT Ha
uHpeKMoHHble  HUTH.  Cpessl

OKpAILECHbI HEUTpaJIbHBIM
kpacaeiM. (A, B, I, X
nuddepeHnmranbHo-

UHTEpEPEHIIMOHHBI  KOHTpACT,
(b, T, E, 3) dnyopecuentnas
MHUKPOCKOTIHSI. (A-b, J1-3)
caruttaibHbele cpe3sl, (B, I)
HOTIEpEYHbIE CPe3bl, C/ICIaHHbIE U3
cpenHen qJacTH KJIIyOCHbKa,
COOTBETCTBYIOLIEH 30He MHPEKIINN
B  KIyOeHbKE JWKOTO  THIA.
Macmrabnas nuneiika (A-E) =
200 mxM, (K, 3) =20 MKM.

Panee 6bUT0 OKA3aHO, YTO OTIOXKEHHE MOJIM(DEHOIBHBIX BEHIECTB TAKXKE XapaKTePHO IS
mytanTta M. truncatula mo reny MtSym1 (Benaben et al., 1995). T'en P. sativum Sym33 sinsiercs
optosiorom rena MtSyml (MtIPD3) (Tsyganov, Tsyganova, 2020) u xomupyet Oenok IPD3,
B3aUMOJICUCTBYIOIINI C KAJIbIHA- U KaIbMOYIUH-3aBUCUMON mpoTenHknHa30# (Ovchinnikova
et al., 2011), yro mpuBOAMT K aKTWUBAIMK opraHoreHe3a kiybOenpka (Singh et al., 2014).
Otnoxenusi cyOeprHa B KIyOCHbKaX MyTaHTHOW juHHHM SYymM33-3 HaOMI0JaMCh B CTEHKAaX
KIIETOK, 4epe3 KOTOPbIE MPOX0AniH HHpeKnoHHbIe HUTH (puc. 1/-E), 1 B yTONIIIEHHBIX CTEHKAaX
nHpexmonHex HUTeH (puc. 1)K-3). Takum obpazom, MmyTarus B reHe Sym33, sBIISIFOIIEMCS
MacTep-peryasTOPHBIM TE€HOM KIyOeHbKOOOpa30BaHMs, NPUBOJUT K OCTAaHOBKE Ipolecca
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(dopmupoBaHus KIyOeHbKa M CYOCpHMHM3AIMU €r0 KJIETOK, YTO SIBJISAETCS MPUMEPOM 3aIUTHON
peaKIMK pACTeHUs, KOTOpoe, TakuM 0Opa3oM, TIPENmATCTBYeT BBIXOAY OakTtepuii U3
WH(EKIIMOHHBIX HUTEH.

1.2.AHaIn3 OTHOCHTEJIbHOH JKCIPECCHH TEeHOB — MOJIEKYJSIPHBIX MAapKepoB
3alIMTHOTO 0TBeTa B KJIyOeHbKax P. sativum auKoro Tuma u MyTAHTHBIX JIMHUI
sym40-1 u sym33-3

Jliia nanpHeiiero anaan3a 3allTHRIX PeaKiil, IPOTEKAIOUINX B MyTaHTHBIX KIIyOeHbKax
muani Sym40-1 u sym33-3, ObulM MpoaHAIM3UPOBAaHBl OTHOCUTEIbHBIE YPOBHU TPAHCKPUIITOB
TPEX MOJEKYJSIPHBIX MapkepoB 3ammTHOro otBera: /RA84 (mepokcumasza), HSR203J (mapkep
peakiuu runepuyBcTBUTEeNbHOCTH), 1 ABR17 (6emok, 4yBCTBUTEIHHBINA K aOCIIU30BOM KHCIIOTE,
PR10.4) (Die et al., 2009; Reguera et al., 2010). /st rena 7RA84 makcuMalbHBI YPOBEHb
TpaHcKpunToB Habmrogancs yepe3 2 HITM kak B kiryOeHbKax JAUKOTO THIA, TAK U B MyTaHTHBIX
KkiyoeHpkax. Tem He MeHee, y MyTaHTHBIX JuHUN SYymM40-1 u Sym33-3 ypoBHHM TPaHCKPHUIITOB
ObUIM 3HAYUTENHHO BBIIIE, YEM Y JIMHUHM JUKOTO THIA HAa KaXXJOM CpPOKE aHaln3a. YPOBEHb
skcrpeccun reHa /RA84 BeposTHO KOppenupyeT C HaKOIUIEHHEM IMEepPOKCHAAa BOJOpOJa B
cUMOMOTHYECKHX KiyOeHbKax. B kimyOenpkax nukoro tuma Ha cpoke 2 HIIM wmper poct u
BeTBJIeHHE HH(EeKIMOHHbIX HHUTeH. [lepokcun Bomopoga B MH(MEKIHOHHBIX  HHUTSIX
HEJIETePMUHHPOBAHHBIX KIIYOCHBKOB YUaCTBYET B MEPEKPECTHOM CBS3BIBAHUH TJIMKOTPOTEHHOB
MaTpHUKCa U B €r0 OTBEPACBAaHUH, KOTOPOE, BEPOSITHO, HEOOX0IUMO J1j1st pocTa HUTeH (Wisniewski
et al., 2000; Brewin, 2004). Tem He MeHee, MEPOKCH] BOIOPOJA TAKKE SIBIISICTCS AKTHBHOW
dbopMoil KHCIOpPOJAa M TPU MOBBHIIIEHHOM HAKOIUJICHUU B KJIETKAX BbBI3BIBACT OKHCIUTEIbHBIN
ctpecc. Takum 00pa3om, CHMKEHHE YPOBHS dKcpeccuu reHa 7RA84 Ha mocieayromux cpokax
aHayM3a B KIYyOCHbKaxX IUKOTO TUIA, BEPOATHO, SBISETCS MPU3HAKOM HOPMAaJIbHOTO PAa3BUTHS
CUMOMOTHYECKOTO KIyOCHbKa M, HA00OPOT, TOBBIIICHHOE HAKOIUICHWE TPAHCKPHUIITOB JaHHOTO
reHa B Hed((EKTUBHBIX KIyOEHbKAX MYTAaHTHBIX JMHUI — NPU3HAKOM DPAa3BUTHUS 3AIIMTHBIX
peakuuid. Tak, mepokcujgaza ydacTBYyeT B JIMTHU(UKALUU KIETOYHBIX CTEHOK IIyTeM
OKHCITUTEIBHOTO BO3/EHCTBHSI Ha CTPYKTypHbIE OENKU KJIETOUHOW CTEHKH, TaKUM 00pa3oM,
YKpEIUIsisi UX NpU MOpaHeHHH Wik nHBa3uu natoreHoB (Pérez-de-Luque et al., 2006). Beicokas
AKTUBHOCTH T€HA MEPOKCHIa3bl B KIYOCHbKaX MyTaHTHOW JTUHHH SYyM33-3 Takke MOXKET ObITh
CBA3aHa C AaKTHUBHOM cyOepuHHU3alueld LEHTpalbHOW uyacTH KiyoeHbka. Kpome Toro,
OOJIBIIMHCTBO CYOCTPaTOB MEPOKCUAA3bl — COCIUHEHUs (DEeHOIbHON Mpuponabl. OKUCIAACH A0
XHHOHOB, OHH 00JIaZal0T CHIIbHBIM OKHCIUTEabHBbIM neiictBueM (Echevarria-Zomeno et al.,
2006). 3TO MOXET NPUBOAUTH K PA3BUTHIO PEAKI[MH TMIIEPUyBCTBUTEILHOCTH, aKTUBUPYIOIIEHCS
NIpY B3aUMOJICHCTBUU pacTEeHUs ¢ matoreHoM. B xiryOeHbkax MmyraHTHOH jauHMN SYymM40-1 Gbiio
MOKa3aHO Ype3MEepHOE HAKOIJIEHHE TIEPOKCHIAa BOJOPOA [0 CPABHEHUIO € KITyOEHbKaMU JIUKOTO
tuna (LpranoBa u  odp., 2009), pa3BuTHE OKHUCIUTEIBLHOTO CTpecca U Jerpajanus
cuMOnoTHYeckux CTpyKTyp (Serova et al., 2018). DTu naHHBIC KOPPEIUPYIOT C MOBBIIICHHBIM
ypoBHeM 3kcnpeccuu reHa 7RA84 y myrantHo# mann SYym40-1 1o cpaBHEHHIO ¢ JIMHUEH TUKOTO
THUTIA.

PacTeHnst cocoOHBI MpephIBaTh PACIPOCTPAHCHNWE MATOTCHOB B PE3YNbTaTe Pa3BUTHS
peaknuu runepuyBctButenbHocTH (Lamb, Dixon, 1997; Hérouart et al., 2002). Peaxrus
THIIEPYYBCTBUTEIEHOCTH BOBJIEYEHA TAKK€ M B KOHTPOJIb CO CTOPOHBI PACTEHHS 32 XOJOM
MH(EKIUN Ipu KITyOeHbKOOOpa30BaHHUH, ONpeeNss Yuciao ycrnemnsix nadeknuii (Vasse et al.,
1993; Perotto et al., 1994; Gage, 2004). B 3¢ dekTuBHBIX a30THUKCHPYIOIUX KIyOeHbKax
YPOBEHb CHHTE3a 3aIIUTHBIX KOMIIOHEHTOB OTHOCHTEIBHO HEBBICOK M HE TMPHBOJAUT K
WHAKTHBAIIMM MUKPOOPTAaHW3MOB, a JIMIIb OI'PAaHUYMBACT X Pa3MHOKECHHE U PaCIPOCTpaHEHHE.
B s dexTuBHBIX KTyOeHbKaX JIMHUM TUKOTO THUIA Ha BCEX CPOKAX aHajHM3a HAOIIOAAJICS HU3KHUI
ypoBeHb akTuBHOCTH reHa HSR203J, Tor1a kKak MOBBIIEHHBIH YPOBEHB SKCIIPECCHH TaHHOTO TeHA
B HEI(p(EKTUBHBIX KIyOeHbKaxX MYTAHTHBIX JMHUHA CBHJETEIbCTBYET O pa3BUTUU B HUX
3aIUTHBIX peakiuii. MakcuManbHbIN ypoBeHb dKcnpeccun HSR203J nabmromancs B KiryOeHbKax



MyTaHTHOH  smHuM  Sym40-1, xapakTepu3yIOUIMXCS  HPEeXKIEBPEMEHHOW  Jerpajaruei
CUMOMOTHYECKHUX CTPYKTYP.

VYpoBeHb TpanckpunToB reHa ABR17 Obl 3HAUMTENBHO BBIIIEC B KIIYOCHBKAX MYTaHTHOM
auaun SYm40-1, yem B kiryOeHbpKax JMHUK Jukoro tuma depe3 2 u 4 HIIM u He oTmuancs Ha
cpoke 6 HITH. B kimrybenbkax MmyTanTHOU JInHUK SYM33-3 ypoBeHb TpaHCKpunToB rena ABR17 He
otTiiuaics Ha cpoke 2 HITW u Obut BeIe, yeM y JTMHUU JUKOro Tura Ha cpoke 4 HITH. B to xe
BpeMsl YpOBEHb TPAHCKPUITOB 3TOr0 T'€HAa B KIyOCHbKax MYyTAaHTHOH JmHUM Sym33-3 Obul
3HAYUTEJILHO HUXKE, YeM Yy JIMHUHM JUKOro Tuma Ha cpoke 6 HIIW. ABR17, npunamnexammii K
cemeiictBy PR10 OenkoB, cunTesupyercs B Tkansx P. sativum B oTBeT Ha araky narorena (Amey
et al., 2008). ABR17, nposiBistonuii puboHyKIIea3Hyr0 akTUBHOCTH (Srivastava et al., 2006),
MOET OBbITh BOBJICUCH B KOHTPOJIb OakTepuasibHON uHpekmu u nponudeparmu (Reguera et al.,
2010), a ypoBeHb 3KCIPECCUU 3TOTO I'eHa YBEJIIMYUBATHCS B OTBET HA BOCIPHUAITHE MYTaHTHBIMU
pacTeHUsIMH KIIyOCHBKOBBIX OakTepuil HE KaK MHUKPOCUMOHMOHTOB, a KaK IIaTOTEHOB.
Habmtotaemblii BBICOKUN YPOBEHb IKCIPECCHUU 3TOTO IeHa y MyTaHTHOM jmuHuu Sym40-1 mosxer
OBITH CBSI3aH C BBIXOJIOM PU300MH B ITMTOIUIA3My PACTHUTENBHBIX KJIETOK M BBICOKHM YPOBHEM
OPOJYKIIMM CUTHAJIOB BUPYJIEHTHOCTH. B TO ke BpeMsi OTHOCUTEIbHO HEBBICOKHUN YpPOBEHD
TPAHCKPHUIITOB B KIIyO€HbKAaX MYTaHTHOH JMHUU SYyM33-3 MOXKET OBITh CBS3aH C OTCYTCTBHEM
BBIXO/1a OaKTepHil U3 «3anepThix» UHPEKIIHMOHHBIX HUTEH.

Taxum 00pazom, HAPYIICHUS IPOTPAMMBI Pa3BUTHS KIIyOSHBKA B CIIEACTBUE CUMOMOTHYECKIX
myTanuit P. sativum sym40-1 u Sym33-3 npuBOAST K BOCIPUATHIO TTOJIE3HBIX PU300HiA B KAYECTBE
NaTOT€HOB U PA3BUTHUIO PA3TUYHBIX 3AIIUTHBIX OTBETOB Y PACTCHUSI.

2. D¢dexTuBHBbIE U HeIP(PEKTUBHBIE CHMOMOTHYECKHE KIYOeHbKH OTJINYAIOTCS M0
CO/IeP:KAHUIO M COOTHOILICHHIO THOJIOB

2.1. AHAIN3 OTHOCHTEJIbHOI JKCNpecCHH reHOB OMOCHHTE3a THOJIOB B KOPHAX M
KJIyOeHbKax P. sativum Qukoro Tuma W MyTaHTHbIX JuHui Sym40-1, sym33-2 u
sym33-3

beuta mpoananusupoBana skcnpeccus reHoB GSH1 (y-riyTaMHIIMCTEHMH CHHTETa3a),
GSHS (rmyratmon cuntetaza) u hGSHS (romoriyraTHOH CHHTETa3a) B 3-HEIENIbHBIX
HEHMHOKYJIUPOBAaHHBIX (KOHTPOJBHBIX) KOPHSAX U KIyOeHbKax BceX TIeHOTHNoB. CpaBHEHHE
KOHTPOJIbHBIX (HEMHOKYJIMPOBAHHBIX ) KOPHEH C KITyOCHbKaMH JUKOTO THITA UCIIOIB30BANOCH JIIS
BBISIBJICHUS] U3MEHEHUH, CBA3aHHBIX C CUMOMOTHUYECKUMH B3auMOAEHCTBUAMU. PazHuna mexmay
MYTaHTHBIMH KJIyO€HbKaMU M KIyO€HbKaMHU TMKOIO THIIa MOXET yKa3blBaTh Ha yyacthue GSH u
hGSH B pa3nuuHbIX CTaAMSIX Pa3BUTUS KIYOEHBKOB MJIM B 3AIUTHBIX PEAKIMSX, CBSI3aHHBIX C
Hed(p(EeKTUBHBIM CUMONO30M.

VYpoenb MPHK rena GSH1 B ki1yOeHbKax TUKOTO THIIa HE U3MEHSJICS MO CPAaBHEHMIO C
KOHTPOJBHBIMU KOpHsME (puc. 2A). B xmybenpkax myrantoB Sym40-1, sym33-2 u sym33-3
Ha0JI01aJ7I0Ch 10CTOBEpHOE yBenuueHue skcrpeccun GSH1 mo cpaBHEHUIO ¢ KOHTPOJIBbHBIMU
KOPHSIMH U KITyO€HbKaMH JTUKOTO THITA (pHc. 2A).

VYpoBenb skcnpeccun reHa GSHS noctoBepHo yBenmnuuBaicsi B KIyOeHbKax IO
CpaBHEHHIO C KOHTPOJFHBIMU KOPHSMH y BceX reHoTunoB. Y poBHu MPHK GSHS B kiyGenpkax
sym40-1 u sym33-3 ObUIM JOCTOBEPHO BBIIIE, YeM B KIYOCHBbKaX MUKOTO THma. Toraa kKak B
KITyOeHbpKkax Sym33-2, GIIOKMpOBAHHBIX Ha caMOW paHHEH CTaJuy Pa3BHTHS CPEJAM MYTAHTOB,
YPOBEHb HKCIPECCHM ObUT HMXKE, YeM B KIIyOeHbKax AMKOro tuma. Camblif BBICOKHH ypOBEHB
sxcnpeccun GSHS Habmogancs B kiryoenbkax myranta Sym40-1 (puc. 2A).

KoHTponbHBIE KOpHH BCEX TEHOTHIOB, KpoMe Sym33-2, XapaKTepu3oBaJluCh Oosee
BBICOKMM ypoBHeM dKcrpeccuu reHa hGSHS mo cpaBHeHuio ¢ kiyOeHbkaMu. B kiyOeHbKax
sym33-2 (6e3 BeIxo/a OAKTEpUil B IUTOIIA3MYy PACTHUTEIBHOU KIETKU) MOACPKUBAIICS TOT XKe
ypoBeHb dkcipeccud NGSHS, 4To 1 B KOHTPOJIBHBIX KOPHSX (puc. 2A).
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Pucynok 2. — OTHOCHTE/ILHBII YPOBEHB JKcNpeccud reHoB ouocunre3a GSH u hGSH B
KJIy0OeHbKaX H HEHHOKYJIHPOBAHHBIX KOpPHsX P. sativum aukoro Tuna (AT) u MyTaHTHBIX
aunaurii sym40-1, sym33-3 u sym33-2
A — TpexHeeabHble HEMHOKYIMPOBAaHHbIE KOPHU (KOHTPOJIb) U KIYOCHbKHU (MHOKYIIALUSA). b —
onHoHenenbHbIe (1 Hen) U AByxHenenbHbIC (2 Hell) HEMHOKYJIMPOBAHHBIE KOPHU (KOHTPOJb) U
kiyoenbku (uHOKYMsitus). GSH1 — y-rmyramunmmcerens cuaTetaza, GSHS — riyraTmon
cunrteraza, hGSHS — romornyratnon cuHTeTasa. I'paduKu JEMOHCTPUPYIOT PE3yJIbTaThl TPEX
HE3aBUCHUMBIX SKCIIEPUMEHTOB. A — OYKBBI YKa3bIBAIOT Ha JocToBepHbIe paznuuus (P < 0,05) a,
MEXIy KOHTPOJbHBIMA KOPHSMH MYTAHTHBIX JHHAN ¥ JHHHEH TUKOro THma; b, Mexmy
MYTaHTHBIMH KIyO€HbKAMH W KIyOCHbKAMH JUKOTO THMA; C, MEXKIy KIyOeHbKaMH U
KOHTPOJIbHBIMU KOPHSIMH BHYTPU OJHOTO T€HOTHNA. b — &, MeXay KOHTPOJIbHBIMU KOPHSIMHU
JIMKOTO TUTIA Pa3HOTO BO3pacTa; C, MEKIy KITyOeHbKaMH M KOHTPOJILHBIMU KOPHSIMHU B TIpeZieiax

OZHOM BPEMEHHOU TOUYKH.

bbu1 npoBeieH aHaIM3 ypoBHEW 3KCIPECCUU F€HOB B OJJHO- U JIBYXHENEIbHbBIX KOPHSX U
KITyOeHbKax pacTeHui aukoro tuna (puc. 2b). Habmroganochk 3HaYUTEIHFHOE TIOBBIIIICHHE YPOBHS
skcnpeccurt GSHS u HeGonbIoe cHmkenue sxcrpeccurt NGSHS B oHOHEIEBHBIX KITyOSHBKAX
[0 CPaBHEHHWIO C KOHTPOJBHBIMH KOpDHSAMHU. B JBYXHEIENbHBIX KIyOCHBKAX ITOAIEPKHBAIICS
BBICOKHH ypoBeHb 3kcripeccun GSHS, Torna kak sxcnpeccust NGSHS Obiia 3HaunTEIHHO CHUKEHA
110 CPaBHEHUIO C KOHTPOJIHHBIMHU KOPHSIMH.

JlocToBepHOE YyBelIMUYeHHME YpOBHsS dkcrpeccun reHa GSHS u  cHukeHue ypoBHS
skcnpeccun reHa hGSHS B kinyOeHbkax BCeX T€HOTHIIOB M BO3PACTOB IO CPaBHEHHUIO C
HEMHOKYJIMPOBaHHBIMHU KOPHSIMH, 38 HCKITFOUSHHUEM KITyOeHbKOB MyTaHTHOM InHun Sym33-2 (puc.
2), yKa3bpIBae€T Ha TO, YTO M3MEHEHHUS B akTUBHOCTH reHOB GSHS u hGSHS B TKaHsIx KOpHS,
BEPOSTHO, ABJISIIOTCS YAaCThIO IPOrpaMMBbI Pa3BUTHUS CUMOMOTHYECKOTO KITyOeHbKa. B KiyOeHbkax
MYTaHTHOH JHHHM SYyM33-2, XapaKTepH3yIOUIMXCS OTCYTCTBHEM BBIXOAAa OakTepwii B
PaCTHTENBHYIO IHTOILIa3My, Tpopwmib 3kcrpeccun reHoB GSHS m hGSHS Gombie cxox ¢
TaKOBBIM B HEWHOKYJIIMPOBAaHHBIX KOpHSAX. TakuM 00pa3oM, U3MEHEHHs B aKTHBHOCTH T'€HOB
6uocunreza GSH u hGSH, o Bceit BUIUMOCTH, TPOUCXOJIAT MOCIIE BHICBOOOXKACHUS OaKTepuil B
[IUTOIUIa3MYy PAaCTUTENLHON KJIETKH B KITyOCHBKAX.

C mpyroii ctopoHsl, ypoBeHb dkcnpeccun reHoB GSH1, GSHS u hGSHS B xiyOenbkax
MYTaHTHBIX JIMHUMA 110 TeHaMm Sym40-1 u Sym33-3 0L BhINIE, YeM B KITyO€HbKAaX JUKOTO THIIA, YTO
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MOYET YKa3bIBaTh Ha M3MEHEHHUE B METa0OIM3ME THOJIOB, CBI3aHHOE C 3aIIMTHBIMU PEAKIMIMHU,
POSBIIIONIUMHECS y 3THX MyTanToB. O0pabotka Arabidopsis thaliana sxacMoHOBO# KHCITIOTOI,
SIBIISIOIIEHCS TOPMOHOM CTpecca, PUBOAMIIA K YBEIIMUECHHUIO YPOBHS TpaHCKpunToB renoB GSH1
u GSHS, ne Bmmsas wa ypoenb camoro GSH (Xiang, Oliver, 1998). Taxxe koiuuecTBo
TPaHCKPHUIITOB ATHX FCHOB YBEJIMYMBAJIOCh B OTBET Ha maroren-oomuuet Phytophthora brassicae
(Parisy et al., 2007). B manHoii paboTe caMbiM BBICOKHM ypoBHEM dKciipeccuu rena GSHS u
caMbIM HHM3KUM conepkanreM GSH mo cpaBHeHMIO ¢ KIyO€HbKaMHU JMKOTO THUIIA M MYyTaHTa
sym33-3 xapakTepu3oBainch Kiyoenbku mytanta Sym40-1 (puc. 2A; tabi. 1). Takum o6paszom, B
KIyOeHbkax MyTaHTHOM nuHMHA SYm40-1 m3amenenus B skcnpeccuu reHa GSHS moryr ObITh
BbI3BaHbI BOCIPUSATHEM MYTaHTHBIMU PACTEHUSIMH KJIYOCHBKOBBIX OaKTepHil Kak TIOTECHIIHATbHBIX
NaTOT€HOB U SIBJATHCS YaCThIO 3aIIUTHOTO OTBETA.

2.2.AHajau3 coaepKaHUs THOJIOB B KOPHAX M KJIydeHbKkax P. sativum gukoro tuna u
MYTAHTHBIX JuHUI Sym40-1, sym33-2 u sym33-3

YtoObI OLIEHUTH KOPPEISIIUIO MEKIY U3MEHEHUSMH AKCIPEecCHH reHoB onocuaTeza GSH
u hGSH u dakTiHueckuMu ypOBHSIMH THOJIOB, OBUIO IPOBEICHO KOJMYECTBEHHOE ONpPECICHHUE
HU3KOMOJIEKYJISIPHBIX THOJIOB B KOHTPOJIBHBIX KOPHAX M KIIyOeHbKax Bo3pacTtoM 1, 2 u 3 Henenu
(tabm. 1).

Konnenrpauust GSH u coornomenne GSH : hGSH B kiry0eHbKax BceX T€HOTUIIOB ObLTH
3HAYUTENILHO BBINIE, YeM B KOHTPOJBHBIX KOpHAX (Tabn. 1). Omnako, y myranta Sym33-2
cootnomenue GSH : hGSH 6p110 cambIM HM3KUM cpenn KiyOeHbKoB. B kimyOenpkax Sym33-3
ypoBenb GSH 6511 conocraBum ¢ ypoHem GSH nukoro tuna, ognako, konuuectBo hGSH 610
BBIIIIE, YTO PUBOAWIO K cHIDKeHHIo cootHomeHns GSH : hGSH. HecMmoTpst Ha caMblii BBICOKHIA
ypoBeHb 3kcnpeccun GSHS B kinybenbkax myranta Sym40-1, konnuectBo GSH, kak 1 hGSH, B
HUX OBUTM HIDKE, YeM B KiIyOeHbkax aukoro tuma u Mytanta Sym33-3. Tem He MeHee,
cootHomenue GSH : hGSH 6sb110 Takum ke, kKak B KiIyOeHbkax MyTaHTa SYym33-3, U BbILIE, YeM
B Ki1yOeHbkax Sym33-2. Kpome Toro, okasanock, 4To CHIKEHHE YpoBHS dkcrpeccuu reHa hGSHS
B KJIyO€HbKaX MO CPABHEHUIO C KOHTPOJbHBIMU KOPHSMH HE MPUBOJAUT K COOTBETCTBYIOIIEMY
ymenbleHuto konuuectBa hGSH, ¢pakruuecku, yposenb hGSH Obu1 Bbllle B KITyO€HbKAX TUKOTO
TUNAa W MyTaHTa Sym33-3 1O CpPaBHEHHMIO C KOHTPOJIBHBIMU KOPHSIMHU M HE H3MEHsUICAd B
KiIyOeHbkax MyTanToB Sym40-1 u sym33-2.

Cootnomenne GSH : hGSH 06buto MakcuMmanbHBIM B KIYOCHBKaX ITUKOTO THUIA U
CHIYKAJIOCh B MYTAaHTHBIX KJIIYyO€HbKAaX B 3aBUCUMOCTH OT CTaJuu UX pa3BuTus (tadmn. 1). Onnaxo,
KaX/bli M3 W3Y4EHHBIX TE€HOTHUIIOB IIOKa3aJl CBOM KOMIIO3MI[MOHHBIH COCTaB THOJOB B
kiyoenpkax. HaumOonbmas koHuentpauus GSH cpenu Bcex TeHOTHMNOB HaOoJanach B
K1yOeHbKaxX AUKOro Tuna u myranra Sym33-3, hGSH — B kiybenbkax Sym33-3.

UYroObI MOHATH, CBSA3aHBI JIU BBISBICHHBIE PA3IMUUs B COJEPKAHUU THOJIOB CO CTaaHen
pa3BUTHs KIyOEHbKAa, Ha KOTOpOH OJIOKMpPOBaHbBI MYTaHThI, WM C MeTabOoJINYEeCKUMU
U3MEHEHUSIMHU B He3(PEKTUBHBIX KIyOeHbKax, ObUIN MpoaHAIM3UPOBaHbl HEMHOKYIHMPOBAaHHbBIE
KOPHHU ¥ KITYO€HBKH JTUKOTO THIIA OJTHO- U IBYXHEAEIHHOro Bo3pacta (Tabiu. 1). B KOHTpOIbHBIX
kopHsix cooTHomeHrne GSH : hGSH Gb110 cpaBHUMO € TAKOBBIM B TPEXHEAETbHBIX KOHTPOJIbHBIX
koprasix (tabn. 1). Konmentpamus GSH u cootHomenne GSH : hGSH B kimyOGeHbkax
yBenuuuBaiuch yepes 2 HITN. Coornomenne GSH : hGSH 6b1710 cambIM BBICOKHM Cpelu BCEX
00pa31oB B ABYXHEENbHBIX KITyOeHbKax qukoro tumna (tadin. 1). GSH npucyrcTBoBai B kauecTBe
OCHOBHOT'O THOJIa BO BCEX MTPOAHATM3UPOBAHHBIX 00pa3Iax.

Y Medicago sativa GSH u hGSH mnpucyrcTBoBamM BO BCeX OpraHax, OJHAKO,
cootnomenne GSH : hGSH BapeupoBano B 3aBHCHMOCTH OT OpraHa, OKa3bIBasCh CaMbIM
BBICOKUM B KOPHEBBIX MEPUCTEMaxX M CaMbIM HU3KUM B MOJHOCTHIO TU((HEPEHIIMPOBAHHBIX
opraHax (3pesble JUCTbs M 30Ha pacTsbkeHus kopHsi). Kpome toro, GSH 6w acconuupoBan ¢
aKTUBAIlMEed KJIETOYHOro IuKkia, Torga kak hGSH, wHampotuB, ObuU1 cCBs3aH C
nuddepenimpoBannusiMu Kitetkamu (Pasternak et al., 2014). Takum 06pa3om, BO3MOKHO, 4TO B
HE/IETePMUHUPOBAHHBIX KIYOCHbKax, TJ€ HMMEIOT MeCTO mpolecchl neauddepeHunpoBkH,
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aKTUBAIMK KJIETOYHOTO ITUKJIA, M PyHKIIMOHUpYeT Mepuctema, cootHomenne GSH : hGSH u ero
W3MEHEHUS MOTYT SBISITHCS BaXXHBIM (pakTopoM. JleicTBuTENbHO, HeCMOTpst Ha TO, uTo GSH ObLI
OCHOBHBIM THOJIOM BO BCEX MpOaHATU3MPOBAaHHBIX 00pa3uax, coorHomenne GSH : hGSH Bcerna
ObuUIO BBIIE B KIyOEGHbKAaX, B KOTOPbIX IPOUCXOAMIIO BBICBOOOXKIECHUE OakTepuil u3
UHQEKIMOHHBIX HUTEH, YeM B HEMHOKYIHpOBaHHBIX KopHsAX. OtHomenne GSH : hGSH 6sbu10
MaKCHUMaJIbHBIM B KJTyO€HbKax jaukoro tuna uepes 2 HIIH, uro yka3piBaeT Ha BaxxHyro poiab GSH
B (DyHKIIMOHUPOBAaHMM MEPHCTEMBl KIyOEHbKAa U a30T(HUKCHUPYIOIIUX KIETOK U, BEPOSTHO, B
BBICBOOOK/ICHUN OaKTEpHUH.

Ta6auna 1. OTHocuTeIbHOE cofep:kanue U coorHomenne GSH : hGSH B kiay0eHbkax u
HEHHOKYJHPOBAHHBIX (KOHTPOJIbHBIX) KOPHsIX P. sativum JMKoro THma M MYTAHTHBIX
JIMHU OJTHO- , IBYX- M TPEXHEIEJIbHOI0 BO3pacTa

GSH hGSH GSH : hGSH
AT xopuau 3 Hep. 0,30+ 0,02 0,14 + 0,04 2,1
AT kiy0. 3 ven. 1+£0,02 0,25+ 0,01 4,0
sym40-1 kopuu 3 Hen. 0,24 +0,03 0,16 + 0,04 15
sym40-1 kiy6. 3 Hen. 0,49 £ 0,05 0,17 +£0,01 2,9
sym33-3 kopHu 3 HeJl. 0,27 £0,05 0,18 +£0,05 15
sym33-3 kiy6. 3 Hen. 1,05+ 0,09 0,35+ 0,01 3,0
sym33-2 kopHu 3 Hef. 0,30 £ 0,04 0,22 +£0,03 1.4
sym33-2 kiy6. 3 Hen. 0,42 + 0,02 0,20 + 0,01 2,1
AT xopuu 1 Hex. 0,64 £ 0,05 0,39 + 0,05 1,6
AT kny0. 1 ven. 1+£0,09 0,41+ 0,06 2,4
AT xopuu 2 Hen. 0,43 £0,03 0,25+0,02 1,7
AT xy6. 2 Hep. 1,29+0,18 0,24 + 0,06 54

AT — nukuii THI; KOPHU — HEMHOKYJIMPOBAHHbBIE KOPHU; KIy0. — KIIYOCHbKHU; HE/A. — HEAEIU

JlaHHBI€ IPeICTaBIAIOT OO0 cpelHue 3HaUeHUs + CTaHAapTHAs OIIKUOKa CPETHETO JUIsl YeThIpeX-
ST TIOBTOPOHOCTEH. 3HaUCHMs ObLIT HOPMAaJIM30BaHbl OTHOCUTENBHO KonmuecTBa GSH (HM/Mr
CBIPOTO Beca) B KIIyOeHbKax aukoro tuma yepes 1 wmu 3 HITN.

ITpu 3TOM MUHMMAaIbHOE CO/Ep)KaHHE 00OMX THOJIOB CPeIH KJIyOEHbKOB BBISBISIIOCH Y
MyTaHTHOH smHUE Sym40-1, a MakcumanmpHOe — y MyTaHTHOM JuHMM SYym33-3. MoKHO
IPENOI0XKNUTh, YTO KaK CHIDKEHHUE, TaK U YBEIMUYCHHE KOJIMYECTBA THOJIOB B HEI((HEKTUBHBIX
CUMOMOTHYECKHX KITyOCHhKAX MOXKET SIBIISATHCSI YaCTBIO 3AIIUTHBIX PEaKIUi, B 3aBUCHMOCTH OT
CTaJuM, Ha KOTOpPOH OBLIO HApyLIEHO pa3BUTHE KIyOeHbKAa M MPOHU30ILUIO IMEPEeKII0YeHHE
CUMOMOTHYECKON MPOrpaMMBbl Ha 3alIUTHBINA OTBET.

Y wMyraHTHOH auHuUM SYymM33-3, re pocT WHQEKIHMOHHBIX HHUTEH 3a0JIOKUPOBaH B
OOJBIIMHCTBE KJIETOK KIIyOE€HbKa 710 BBICBOOOXAeHUs OakTepuil, Hakoruienne GSH u, BeposaTHO
hGSH, cranoBHUTCS BaXXHBIM Il yCTOWYMBOCTH K «0OJIE3HAMY, KaK ObLIO MMOKa3aHo paHee /i A.
thaliana (Parisy et al., 2007). 3o cornacyetcs Takxe ¢ TOBBIIICHHOH dKcnpeccueli renoB 7TRA84,
Hsr203J, ABR17 u PR-1, PR-10 (puc. 8) B xiyOenpkax myTanTa Sym33-3 1o cpaBHEHHIO C
KJIyOeHbKAMH JTUKOTO THUIA, CyOCpHMHM3AIMEeH CTCHOK MHQEKIMOHHBIX HuTei (puc. 111-3) u
MOBBIIIEHHBIM OTJIOXEHUEM HEITEPUPHUIIMPOBAHHOTO MEKTUHA B CTEHKAX MH(EKIMOHHBIX HUTEH
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(lvanova et al., 2015). [Tonoxxutensubiii 3pdext GSH Ha HakomieHre PR-0enkoB u sxcmpeccuto
I'CHOB, CBS3aHHBIX C 3allITHBIM OTBETOM, ObLT Moka3aH panee (Ball et al., 2004; Gomez et al.,
2004). IoBsinieHHbIi ypoBeHb dkcnpeccun reHa hGSHS o cpaBHeHuto ¢ kiryOeHbKaMu JJUKOTO
THUIIA, KaK U B KIIyOeHbKax MyTaHTa Sym33-3, ObLT Takke 0OHApY)KEH B MyTaHTHBIX KIIYOCHbKaX
nadl M. truncatula. Otu ki1yOeHbKH XapaKTepU30BAIMCH HAKOTUICHHEM (PEHOJIbHBIX COCMHCHUH,
MIOBBIIICHHBIM YPOBHEM IEPOKCHIA BOJOPOJa M aKTHBALMEH T'€HOB, CBS3aHHBIX C 3aIIUTHBIM
OTBETOM, 4TO B UTOT'E MPUBOJMIO K HEKpo3y MH(puImpoBaHHbix kietok (Wang et al., 2016).
PazButue kiyoenpkoB myTanTa Sym40-1 npekparaercs 1mociie BEICBOOOKISHUS OaKTEepHil
B PacCTUTENbHYIO HUTOIUIa3My. CHIKEHHE KOJMYECTBa OOOMX THOJIOB TAK)KE MOXKET SIBIISATHCS
OJTHUM W3 CIICHAPHEB Pa3BHUTHUS 3AIIUTHBIX PEAKIUN B CHMOMOTHYECKUX KIYOCHBKAX PacTCHUIL.
Bnusaue m3menenuit B konmmyectBe GSH m hGSH Ha 3ammrtHBIE peaknuu pacTeHUN Mpu
OMOTHYECKOM CTpecce ObLIO MMOKa3aHo Isi HEKOTOPhIX 6000BbIX KyabTyp (Baldacci-Cresp et al.,
2012; Chen et al., 2020). Tuonbl HEOOXOAMM JIsi POCTa MAPAZUTHYCCKHX HEMATOJ, KOTOPBIC
3apaykaroT KOPHU PACTEHUH U BBI3BIBAIOT MU (HEPEHIIMPOBKY KICTOK KOPHSI B THTAHTCKUE KIICTKH,
obpasytomme ramiel. Merabommsm GSH m hGSH B ramnax m HeMHOUIIMPOBAHHBIX KOPHSX
paznuuaercs. Kopuu M. truncatula co cHIKEHHBIM COIEpKAHUEM THOJIOB B MCHBIIIEH CTEIIEHU
cTpaganu ot napasutuueckux Hemaron (Baldacci-Cresp et al., 2012). B kopusix Glycine max co
CHIDKEHHBIM COJIEPYKaHHEM THOJIOB, HAOJIFO1aJI0Ch PA3BUTUE PEAKIIMU TUIICPYYBCTBUTEIBHOCTH U
ru0enb KIETOK, a TakKe HAKOIUIGHHWE MEepOKCHIa BOJAOpOJa BOKpYr oOiacTeil HemMaToTHOU
urdexuun (Chen et al., 2020), uro HaMOMHHAET HAKOIUICHHE MEPOKCHIA BOIOPOAA BOKPYT
IOBEHHJIbHBIX 0AaKTEPOUIOB B KiIyOeHbKax MyTaHTHO# quHuK Sym40-1 (Lipiranosa u op., 2009).

3. AHaJU3 HMMYHOJIOKAJIN3ALHHU BOCCTAaHOBJIeHHOI (popMbl GSH B TpexHeae1bHbIX
KJIyOeHbKax P. sativum Qukoro Tuma ¥ MyTAHTHbIX JuHui Sym40-1, sym33-2 u
sym33-3

B knyGenbkax IMKOro THUIa CUrHa, accouuupoBaHHbli ¢ GSH, Obul oOHapyeH B
[IUTOILIa3Me MEepHCTeMaTHIeCKUX Ki1eToK (puc. 3I—E), B iuTomiazMe u sapax HHOUITUPOBAHHBIX
KJIeToK B 30He uHOpekuuu (puc. 3K-U), B nuromnazmMe U cMMOMOCOMAax B KIETKaX 30HBI
azor¢ukcanuu (puc. 3K—M), B klieTkax napeHXUMbI KITyOSHbKA M IPOBOIAINUX MTy4yKax (puc. 3A—
B). Curnan otcyTcTBOBa)I MM OBLI €]Ba 3aMETEH B MaTpUKCEe MH(PEKIIMOHHBIX HUTEH U Kamelb
(puc. 3XK-U). B kimybenbkax myranta Sym40-1 MeTka B OCHOBHOM acCOIMHUPOBAlach C
UHOUIMPOBaHHBIMU KieTKamMHu (puc. 4A-B), MakcuMyMm curHana HaOmojancs B OakTepusx,
BBIIIEAIINX U3 MH(EKIMOHHBIX Kamenb (puc. 4I'-E), B MaTpukce MHPEKIMOHHBIX HUTEH U B
THIePTPOPHUPOBAHHBIX HMH(EKIMOHHBIX KaIllsiX CUrHama He HaOmopamocs (puc. 4I-E). B
KITyOeHbkax MyTaHTa Sym33-2 ypoBeHb curHaia, acconuupoBanHoro ¢ GSH, ObIT HEBBICOKUM U
JIOKaJIM30Bajcs B IuToIuiazMe. Ha MyTaHTHBIX pacTeHusx Sym33-3 oOpa3oBBIBAINCH Oelnble
KIyOEHBKH C «3alepTbIMU» MH(EKIIMOHHBIMM HUTAMHU 0e3 BbIxona Oaktepuil (puc. 5SA-B). B
HEKOTOPBIX U3 3THX MHQEKIMOHHBIX HHUTEH, KOTOpbIE, BEPOSTHO, MEPBBIMU KOJIOHH3UPOBAIU
KJIyOCHBKOBBIN MPUMOPINNA, HHTEHCUBHBIN CUTHA OBLJT aCCOIMUPOBAH ¢ OakTepusiMu (puc. SI'—
E). Tak xak amnens Sym33-3 XxapakTepu3ylOTCs HEUETKO BBIPAKEHHBIM (PEHOTHUIIOM, HE BCE HUTU
OKa3bIBAIOTCSl 3a0JIOKMPOBAHHBIMA M B HEKOTOPHIX KIYOCHBKAaX B ONPEACICHHBIX KIIETKax
IPOMCXOIUT BbIX0J Oakrepuil. CUrHan He ObLT OOHApY)KEH B TaKUX MH(EKIMOHHBIX HUTAX, HO
HaOmoancsl B IUTOIUIa3Me U siApax MHOUIUPOBaHHBIX KiIeTok (puc. SXK-M). MuTeHcuBHBIN
CUTHaJI ObUT aCCOLMMPOBAH C BBIIEAIIUMU OakTepusMu (puc. SK-M).

GSH neobxoauM s ejeHus KiIeTok B KoHurke kKopHs (Vernoux et al., 2000), u ero
KOJINYECTBO KOHTPOJIMPYET mepexona kierok u3 ¢aszel Gl B a3y S kieToyHoro mukia, 4To
compoBoskaaercs nepemertennem GSH B sapa B dase G1 (Diaz-Vivancos et al., 2010a, b). B
HACTOSIILIEM HCCIEeIOBaHMM MeTKa, accouuupoBaHHas ¢ GSH, B OosblioM KoJW4ecTBe
oOHapy>KHBaJIach B MEPUCTEME, a TAK)KE MPUCYTCTBOBAIA B SApaX MH(PUIMPOBAHHBIX KJIETOK U3
30HBI MH(EKLIUHU, HO He U3 30HbI azoTdukcamun. [To-Bunumomy, GSH Moxer cTUMyIUpoBaTh
MEpPUCTEMAaTUYECKYI0 aKTUBHOCTb M  IOBTOPSIOIIMECS PpayHIbl SHAOPEAYIUIMKALUU B
CUMOMOTHYECKHX KITyOEeHBKaX.

14



Pucynok 3. — UMmyHoJI0KaIN3a1IUA
GSH B TpexHeaeJbHbIX KJIy0eHbKax P.
sativum aukoro Tuma
O6mmit Bua kinyoeHbka (A-B); knetku
mepuctembl (I'-E); knetku wu3 30HBI
MO3THEeH nHpeKn (K1),
azotdukcupyromas kierka (K—M). 3oHb1
KIIyOeHbKa  0003HAYeHbl  PUMCKHUMHU
mudppamu: I — mepucrema, II — 30Ha
uHpexuu, [11 — 30Ha azoTdukcamy, mm
— MPOBOJISIINNA My40K, M — MHTO3, 1 —
1O, CTpenKa YKa3bIBaeT Ha
WH(EKIIMOHHYI0O  HUTh,  HAKOHCYHHK
CTpENKd — Ha WHQPEKIHOHHYIO KaIUTIo.
Hanoxenune 3€I€HOr0 W KpPacHOTro
kaHaioB (A, I', X, K), namoxenue

g depeHraIbHO-
UHTEpPPEPEHIIMOHHOTO  KOHTpacTta U
kpacHoro kanana (b, I, 3, JI). TermoBas
KapTa ¢ 000O3Ha4YeHHEeM pacIpeneIeHus
WHTEHCUBHOCTH (yopecieHTHOTO
curHana 3eneHoro kanana (B, E, U, M).
3eneHpld KaHall — UMMYHOJIOKaIU3aus
GSH, xpacubrii kanan — JIHK snmep u
Oakrtepuit/6akreponioB.  MacmtabHas

Pucynok 4. —
HNmMmyHoJI0KATIM3aLIUS
GSH B TpexHeaebHbIX

KJYyOeHbKaX KJIy0eHbKaX
P. sativum myTaHTHO#
JuHum Sym40-1

OOmmii Bux kiyOeHbKa
(A-B); undumpoBaHHbIE
kietku  (I'-E).  3onbr
KIIyOeHbKa  0003HAYEHBI
puMckuMu udpamu: I —

Mepucrema, II — 30Ha
uHpexkuuu, s — SIpo,
CTpelIka yKa3blBaeT Ha
MH(EKITHMOHHYIO HUTH,

HaKOHEYHMK CTPEJIKM — Ha MH(EKIMOHHYIO KaIulo, * — BblmeAmue Oaktepun. Hamoxenue
3eJIeHOr0 M KpacHoro kaHaioB (A, I'), Hanoxenue nuddepeHnanbHOo-UHTEPHEPEHIIMOHHOTO
KOoHTpacTa M KpacHoro kaHama (b, J[). TemnoBas kapra ¢ 0003Haue€HHUEM pacIpeesIeHus
MHTEHCUBHOCTU (hIIyopeclieHTHOro curHaia 3eieHoro kaHana (B, E). 3enenbiii xanan —
ummyHonokanu3anuss GSH, kpacubiii kanan — JIHK spep u  OGakrepwuii/GakTepouoB.
Macmra6nas muaeiika = 100 mxm (A-B), 10 mxMm (I'-E).
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PucyHok 5. —
Nmmynonoxkanusanusa GSH
B TPeXHeAeIbHbIX
KJIyOeHbKaX KJay0eHbKax P.
sativum MyTaHTHO# JTMHUHU
sym33-3
OO6mwmit Buj kinyoenbka (A—B);
3anepThie HH(EKIIMOHHBIE HUTH
(T-E); UH(UIMPOBAHHBIC
kietkn  (OK-M); ximerkm c
BeImeqMMu  Oaktepusmu (K—
M). I — mepucrema, 1 — sAapo,
CTpenKa yKa3bIBaET Ha
MH(EKIHMOHHYIO HUTB,
HAaKOHEYHHK CTPEJIKH — Ha
MH(EKIMOHHYI0 KaIlo, * —
BBIIIE/IIINE OakTepuu.
Hanoxenue 3eJIEHOTO u
kpacHoro kanajuos (A, I', XK, K),
Hajo)xeHue auddepeHnraILHo

-uHTEP(HEPEHITUNOHHOTO
KOHTpacTa M KPacHOTO KaHala
(b, 4, 3, JI). TenoBas kapta c
0003HaYeHHEM pacrpeesieHus

WHTCHCUBHOCTH
(1yopeceHTHOro CUTHasa
3enenoro kanana (B, E, 1, M).
3eneHbli KaHam —
uMMyHonokanuzauus — GSH,
: kpacHsbiii kaHan — JIHK snep n
OaxTepuii/0akreponioB. MacmradHas nuneiika = 100 mxm (A—B), 10 mxm (I'-M).

B kiryOeHbpKax JUKOTO THIA HanboJiee MHTEHCUBHOE MEUEHHE OBIJIO CBS3aHO CO 3PEIIbIMU
OakTeponsaMy B KJIETKaX 30HbBI a30T(QHKCALUHU, YTO MOATBEPKAAET paHee MOITyYeHHbIE TaHHbIE
(Matamoros et al., 2013). B xiayOeHbKax HEBO3MOXKHO OINpeaeiuTh mpoucxoxiaeane GSH —
pactuTesnbpHOe Wi OakTepuanbHoe. HenaBHo ObL10 okaszano, uto aeduuut GSH y Sinorhizobium
meliloti 2011 (gshB) ue Bamser Ha aupGepeHIUpPOBKY OAKTEPOHIOB, HO 3aITyCKaeT MPOIEecC
panHero crapeHusi kiyoeHpkoB (Yang et al., 2020). Moxno caenats BeiBoa, uro GSH B
OaxTepouax HEOOXOAUM ISl UX MPAaBUIBLHOTO (PYHKIIMOHUPOBAHUS U a30T(PUKCAIIIH.

B knyGeHbpkax JUKOro THMAa MeTKa, accouuupoBaHHas ¢ GSH, He oOHapyxuBaiach B
WHQEKIIMOHHBIX HATSAX W KalsiX. IHTEeHCMBHOE MeueHHe HaOII0alIoCh TOJBKO B «3aIEPTHIX)»
UHQEKIIMOHHBIX HUTSAX MYTaHTHON nuHMM SYymM33-3 U BBICBOOOXKICHHBIX B PACTHUTEIbHYIO
UTOIUIa3My OakTepHsix B KiyOeHbkax MyTaHTHbIX JuHMHA Sym40-1 um sym33-3. B kiyOeHbkax
MYTaHTOB SYM33 HaOr0IaeTCs IeTpaaliiy OaKTepuii BHYTPH HEKOTOPBIX WHPEKITMOHHBIX HUTEH
(Llpranosa u dp., 2019), a B ximyOeHbpkax MyTanTa Sym40-1 nepokcua BOAOpOIa HaKarIuBaeTCs
BOKpYT IOBEHWIbHbIX OaktepounoB (L{piranoBa u op., 2009). BepositHo, pu3zodbun Moryr
ucnonb3oBath GSH i mpeoposieHust cTpecca, BBI3BAHHOIO aKTHUBAIMEH pPacCTUTENbHBIX
3alIMTHBIX PEaKIi Y STUX MYTaHTOB.
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4. Anajau3 BausiHUsSI 00padoTku L-0yTHoHMH-S,R-Cy/1b()oKCHMIHOM H IK30TreHHBIM
IJIYTATHOHOM Ha MOP(OJIOTHI0 KJIYOEHbKOB M JKCIPECCHI0 FeHOB B KOPHSX €
KJIy0eHbKkamMu P. sativum aukoro Tuna u MyTaHTHBIX JUHHUIA

4.1. GSH u hGSH BoBjieyeHbl B peryasiuuio skcnpeccuu resoB GSHI1, GSHS,
Cypl5a, TPP, PR1, PR10, NF-YAL B kopHsX ¢ kiy6eHbkamu P. sativum

bbuto u3yueHo BIMSHUE KOHILIEHTPALlMU THOJOB HAa SKCIPECCHI0 HEKOTOPHIX T'€HOB B
KOpHSIX C KJIIyOeHbKaMH pacTeHUi HeoOpaboTaHHbIX, oOpadoranubix 0,1 MM pactBopom BSO,
unm obpaboranHeix pactBopamu 0,1 MM BSO u 0,5 mM GSH uepes 2 HIIN. Bbeun
MIPOaHATM3UPOBAH YPOBEHB IKCIIPECCUU T€HOB, BOBIICYCHHBIX B pa3BuTHe Kiyoennka (EFD, NF-
YAL), B 6unocunre3 GSH u hGSH (GSH1, GSHS, hGSHS), B 3amurHbie peakiun pactermii (PR1,
PR10) u crapenue kinyoenbka (TPP, Cypl5a) (puc. 6A).

Anamu3z ypoBHa odkcrnpeccun GSH1 m GSHS mokaszanm yBenwdeHHe KOJIMYECTBA
TPAHCKPHUNTOB B 00paboTaHHBIX pacTBOpoM BSO KOpHSAX ¢ KiIyOeHBKaMu Yy BCEX T'€HOTHUIIOB.
Henocratok GSH m hGSH B kopHsX ¢ KiIyO€HbKaMH pPAacCTEHHH IUKOTO THIA MPUBOIUI K
NOBBIIIEHUIO ypoBHA dkcrpeccun reHoB Cyplba, TPP, PR1, PR10, u k cHmwKeHHIO ypOBHSA
skcnpeccun rena NF-YAL. Vposens sxcnpeccun reHa NF-YAL raxoke cHuxkancs npu o6paboTke
pactBopom BSO kopueii myrantHo# auaun Sym33-3. Dkcnpeccus rena hGSHS y atux renorumnos
HE U3MEeHsANach. B HeoOpaboTaHHBIX KOPHAX C KIIyO€HbKaMU MyTaHTHOM JHHH SYM33-3 ypoBEHb
skcnpeccun TeHoB PR1 1 PR10 6bu1 3HaUNTENBHO BHIIIE, YeM B KOPHSX C KITyOSHBKaMH y JUKOTO
TUMa, oaHako, B oTBeT Ha Hemoctarok GSH m hGSH skcmpeccusi 3TUX IeHOB MOJABISIIACK.
YpoBens dkcnipeccun TeHoB Cypl5a u TPP camxkancs B o6padborannbsix pactBopamu BSO u GSH
KOPHSIX C KiIyOeHbKaMu MyTaHTHO# auHuu Sym33-3 (puc. 6A).

Ypogensb sxcnpeccun renoB GSH1, GSHS, hGSHS, EFD, NF-YA1, PR1, PR10, Cypl5a
OBLT TakKe MPOAaHATM3UPOBAH B KOPHAX C KIYyOEHbKaMU HEOOpaOOTaHHBIX W 00pabOTaHHBIX
pactBopamu pasubix koHieHtpauuii GSH uepes 2 HITU (puc. 6B). YpoBeHb dKCIpeccHr T€HOB
ouocunte3a GSH u hGSH noctoBepHOo He U3MeHsICA B 00paOOTaHHBIX KOPHSAX C KIYOSHbKaMHU
pacTeHuil AUKOTO TUTIA, TOTIa KaK YPOBHHU SKCITPECCUH ATHX T€HOB OBUIH TIOBBIIICHBI B PACTEHUSX
MyTaHTHOH nuHUM Sym33-3, oOpaboTaHHbIX 00eumu koHueHTparmsMu GSH, 3a uckimodeHnem
rena hGSHS, deit ypoBeHb SKCIpECCHU MOBBIIIANCS TOJIBKO B OTBET Ha 00paboTKy pacteHumii 0,1
MM pactBopom GSH. O6pabotka 0,1 MM pactBopom GSH mpuBojmia K yBeIMUEHHIO YPOBHS
skcripeccun reHoB EFD u NF-YAL, yuwactByromux B pa3BUTUH KIyO€HBKOB, B KOPHAX C
KJIyOeHbKaMM JTUKOTO THUIA U MyTaHTHOH suHuM Sym33-3. OO6pabotka 1 MM pactBopom GSH
NPUBO/IMJIA K YBEJIIMYCHUIO YPOBHS KCIPECCHH TeHoB 3ammTHOro otBeTa, PR1 m PR10, u rena-
Mapkepa cTapeHus Ki1yoeHbpkoB CyplSa B KOpHSX ¢ KiIyOeHbKaMu MyTaHTHOU TUHUM SYyM33-3, HO
He y pacTeHwuii iukoro tuna (puc. 6b). DT 1aHHBIC TaKKe MOATBEPKAAIOT IBOHHYIO posib GSH u
hGSH B perymsiun pa3BuTus KI1yOSHBKOB U 3alUTHBIX peakiuii y pactenuii P. sativum.

Taxum o6pazom, reast GSH1, GSHS, Cypl5a, TPP, PR1, PR10 akTuBHpOBaIuCh B OTBET HA
HE/I0CTAaTOK THOJIOB B KOPHAX € KIIyO€HbKaMH pacTeHUI AUKOro Tumna. B To ke Bpemst ypoBeHb HX
OKCTIPECCHH JOCTOBEPHO HE HM3MEHSUICS B KOPHSAX C KIyOCHbKAMH PACTEHWH JWKOTO THIIA,
o0paboTaHHbIX TOIbKO GSH, 4TO CBUIIETENBCTBYET O TOM, YTO SKCIIPECCHS ITHX FEHOB pearupyer
Ha CHW)KEHUE KOHIIEHTpaIuu THoJ0oB. Toraa kak Ha peryssiuio reHoB onocunte3a GSH nu hGSH
y MYTaHTHOM JTUHUU SYyM33-3 BIUSIOT KaK yBeJIHMUEHHE, TaK U CHIDKEHHE COJIepKaHHs THOJIOB H,
BO3MOXHO, cooTHomenne GSH : hGSH. Dt1o pa3znuune MoxeT ObITh CBSI3aHO C CHUTHAJIbHBIM
kackagoM GSH, acconuupoBaHHBIM C 3alIUTHBIMH peakiusMHU y MyTaHTa Sym33-3. B To xe
Bpems, uis PR-renos n Cypl5a, ObuT0 MoKa3aHo CHIKEHUE YPOBHS OKCIIPECCHU Y ATOT'O MyTaHTa
B OTBET Ha HEJOCTATOK THOJIOB, TOTJa KaK YBEIMUYCHHE YPOBHS UX HKCHPECCHU MPOUCXOIUIIO
TOJIBKO 1TpH 00paboTke pacternii | MM pactBopom GSH, Ho He 0,1 MM GSH. D10 yka3eiBaeT Ha
TO, 4yTO KoHIeHTpauuss GSH urpaer posb B peryisiuu SKCIPecCH HEKOTOPBIX T'€HOB, 110 KpaiHei
Mepe, B KOpHSIX C KiIyOeHbkamMu MyTaHTHOW nuHMH Sym33-3. JloitHas pombs GSH,
OTOCpeIoBaHHAsA KOHLIEHTpAIMeH, MOATBEpkKAaeTCs TeM pakToM, 4To sKkcnpeccus rena NF-YAL
CHU)KAETCs B OTBET Ha HEJIOCTATOK THOJIOB B KOPHAX C KIIyO€HbKaMH pacTEHUIl TUKOro THMA U
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myTtanta Sym33-3 u moBblmaercs (BMecte ¢ reHoM EFD) B pacreHusx o00OMX T€HOTHUIIOB,

obpaborannbix Toabko 0,1 MM pactBopoM GSH.

A

hGSHS I 2

PR1 1

]

PR10

-1
GSH1

[ ]

GSHS

Cyp15a

1

TPP

EFD306

[ ]

NF-YA1

I1.5

1
0.5

EFD

NF-YA1

PR10 -0.5
-1

Cyp15a I -1.5

PR1

GSHS

GSH1

hGSHS

I-2

Pucynok 6. — TenJioBbie
KApThl OTHOCHTEJIBLHOT0
YPOBHS 3KCIIPeCCHH TeHOB

B kopusax c¢ ximybenpkamu P.
sativum gukoro Ttuma ([AT) u
MyTaHTHBIX JuHHHA ~ Sym40-1,
sym33-3 " sym33-2,
o0paboTaHHBIX pacTBOpamu L-
Oyrnonus-S,R-cynbdokcummna
(BSO) wu rayraruona (GSH)
yepe3 2 HIIN (A); B KopHSX C
KIIyOeHbKaMH JHKOTO THIA |
MyTaHTHOW  JuHUM  Sym33-3,
ob6paborannbix 0,1 MM nmu 1 MM
pactBopom rayratuoHa (GSH)
yepe3 2 HIIA (b).

IIBeToBas
3HAYCHUS

ImiKajla  OTpa)kaeT

OTHOCUTEIbHON
IKCIIPECCUH TEHOB,
npeoOpazoBaHHble 1O Z A
KaXJIOTO TeHa. YPOBHU IKCIIPECCUH
T'€HOB CpaBHHUBaJIN C
WCIOJIb30BaHUEM  JIBYCTOPOHHETO
mucniepcorHoro aHaimsa (P <

0,05).

Takum o6paszom, skcrpeccus reHoB GSH1 u GSHS B kopHsAX ¢ KiyO€HbKaMH MOXET
aKTHBUPOBATHCS HEJIOCTATKOM THOJIOB, TOT/Ia Kak omnpezaeieHHoe konmndectBo GSH HeoOxoanumo

Ui HopMmaibHO# 3kcripeccuu reHa NF-YAL u noblimeHust

YPOBHA €TI0 OKCIIPECCUN B KOPHIAX C

KJ'IY6eHI)KaMI/I. Taxke 3aMaHIIBO MMPEAIIOJI0XNUTh, YTO U3MCHCHHUA B JSKCIPECCHUU PR-renos u

Cypl5a Moryt KoppenupoBaTh ¢ MOHMKEHHEM KOHIIEHTPALl

un hGSH B kopHsX ¢ Ki1yOeHbKaMu

MYTaHTHOU JTUHUHU SYM33-3, 4TO MOXKET SIBIATHCS KOCBEHHBIM JIOKa3aTebcTBOM ydactus hGSH

B PETYJIALUN PACTUTENIBHBIX 3alIUTHBIX PEAKLIUN.
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4.2. AHanu3  BJIMsAHHA  00padoTkum  L-OyrmonumH-S,R-cyib(oKcHMHHOM  Ha
KJIyOeHbK0oOpa3oBaHue H Mop(doJiornio KiyoeHbKoB P. sativum aukoro Tuna u
MYTAHTHBIX JuHUI Sym40-1, sym33-2 u sym33-3

Amnammn3 ¢ nomoripio BOXXX mokasain, uto o6padotka 0,1 MM pactBopom BSO npuBoamia

KaKk MUHUMYM K 94% u 96% cumxenuto konnuectBa GSH u hGSH, cooTBeTcTBEHHO, B KOPHSIX C
KJIyOCHbKaMHU y paCTeHUH BCEX T€HOTHUIIOB. Y PACTCHMI IUKOTO TUIA, 00padOTaHHBIX PACTBOPOM
BSO, Habmonanoch CHUXKEHHE KOJMMYECTBA KIyOGHBKOB Ha 46% U mpexaeBpeMeHHas
Jerpaganus CUMOMOTHYECKUX CTPYKTYp B OCHOBAHUHU M LEHTPAIBLHOW YacTH KIIyOCHBKOB, YTO
yKa3bIBaeT Ha MHAYKLHIO paHHero crapeHus (puc. /B—I"). Pactenus qukoro tuma, o00paboTaHHbIE
pactBopamu 0,1 MM BSO u 0,5 MM GSH, umenu takoe k€ KOJIMYECTBO KIyOCHBKOB, YTO H
HeoOpaOoTannble, a ypoBHU GSH 1 hGSH B kopusix ¢ kinyoenbkamu nocturanu 237% u 88% (ot
ypOBHSI HEOOpPaOOTaHHBIX PACTEHUI ), COOTBETCTBEHHO. B 3THX KiyOeHbKaX HE HHAYIIMPOBAJIOCH
MIPEXKICBPEMEHHOE pa3pyIlIeHHE KJIETOK 30HbI a30Tdukcauu (puc. 7JI-E), oqHako, B HEKOTOPBIX
KJIeTKax ObUTM BUAHBI Ciebl Aerpaganuu (puc. 7E).

PucyHok 7. — I'mcrosiornyeckas
opraHu3amnus KiyoenbkoB P. sativum nqukoro
THNA, 00padoTaHHBIX pacTBopamu L-
OyruoHuH-S,R-cyabpokcumuna (BSO) n
rayratuona (GSH) gepe3 2 nHegesan nocJje
HHOKYJISIUH

KoHTponb

| — wmepucrema, Il — 30na undexuu, 1 —
30Ha a3oTdukcanuu, [V — 30Ha crapeHus; 1 —
A7p0o; UK — WHPUIUPOBAHHAS KJIETKAa; HK —
HEeMH()HUIMPOBaHHAS KJIETKa, JIK —
JIerpaaupyoias nHGUIMpoBaHHas KieTka. (A,
B, 1) ooumwii Bun. (b, I', E) undunupoannsie
kinetku. (A—b) HeoOpaGoTaHHBIE KIYyOCHBKH
(xouTpOan). (B-I') kiybeHbkn Ha pacTeHHSX,
obpadotannsix 0,1 MM pactBopom BSO. (I-E)

BSO 0,1 MM

Oaktepuii/6akTeponsioB. MacmtabHast JMHENKa
=100 mxm (A, B, 1), 10 mxm (b, T, E).

z KIIyOEHbKM Ha pacTeHMsX, 0oOpabOTaHHBIX
= pactBopamu 0,1 MM BSO u 0,5 mM GSH.
I
2 Hanoxxenue g hepeHIaTbHO-
+
= | I/IHTep(l)epeHLII/IOHfIOFO KOHTpacTa M KpacHOro
= KaHayia, KkpacHeld kaHan — JHK spep u
o
(2]
m

VY pacrenuit myrantHOl nuHUN SYym40-1, o6paboranabix BSO, KoImuecTBO KIIyOSHBKOB
YMEHBINAJIOCh TOJBKO Ha 26%, U OBLJIO TaKUM K€, Kak U Y HeoOpaOOTaHHBIX PACTCHH, MOCIe
o0pabotkn pactBopamu BSO m GSH. B o6pabotanasix BSO kimyOenbkax Myranta Sym40-1
MUKPOCKOIIMYECKUH aHATN3 BBISIBIJI MHOTOUYUCIIEHHBIE CUMOMOCOMBI, COJIEpIKAIUE HECKOIBKO
6akreponio (puc. 8b), uro He HaOMOATOCH B HEOOpaboTaHHBIX (puc. 8A) wiu 06pabOTaHHBIX
pactBopamu BSO u GSH knybenskax (puc. 8B). B ob6paborannbsix pactBopamu BSO u GSH
KOpHSX ¢ KiryoeHpkamu MyTanTHOW simHUM SYym40-1 ypoBau GSH u hGSH cocrasmsumm 103% u
113%, COOTBETCTBEHHO.

Ha o6paborannbix pactBopoM BSO pactenusx MmytanTHOU tmHIA SYM33-3 HAOIF0AATI0ChH
CHIDKEHHME KoJn4yecTBa KIyOeHbKOB Ha 98%, Ha oOpaboTtannbix pactBopamu BSO u GSH — Ha
50% 1o cpaBHEHUIO ¢ HEOOPaOOTAaHHBIMH PACTCHUSIMU. Pa3BuTHE MyTaHTHBIX KITyOSHBKOB Sym33-
3, obOpaboranHbix pactBopoM BSO, OblI0 HapymieHO Ha paHHEH CTaauH, BEPOSITHO, H3-32
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OCTAQHOBKHM pa3BUTHsI MEPHUCTEMBI, KPOME TOr0, WH(EKIMOHHbIE HUTH IPOSBISUIM NPU3HAKU
4acToH OJIOKHPOBKM M 0Opa3oBbiBaimu B3mytus (puc. 8J1). Takoit xe 3¢ddekT Ha pa3BuTHe
UHQEKIMOHHBIX HUTEH HaOmonancs B KiIyOeHbKax MyTaHTHOW JmuHMH SYym33-2. B kopHsX ¢
kiryoenbkamu, oopadoranHbix pactBopamu BSO u GSH konmuectBo GSH u hGSH cocrasinsio
TonbKo 38% u 18%, COOTBETCTBEHHO, OT KOJUYECTBA THOJOB B HEOOPAOOTAaHHBIX PACTCHHUSX.
Opnnako, He ObLIO BBISBICHO OTJIMYUI TaKuX KIyOEHBKOB OT KIIyOEHBKOB Ha HEOOpaOOTaHHBIX
pacrenusix (puc. 8I, E).

KoHTponb BSO 0,1 MM BSO 0,1 MM + GSH 0,5 MM

g

Pucynok 8. —
I'mcrosiornyeckas
opraHu3zanus
KJyOeHbKOB P.
sativum
MYTAHTHBIX
Jaunani Sym40-1 n
sym33-3,
00pabdoTaHHBIX
pacrBopamu L-
OyTnonun-S,R-
CyJb(OKCUMHHA
(BSO) n
IJ1yTaTHOHA
(GSH) uepes 2
HeJleJIN mocJie

' 5 . L — HHOKYJISIUH

Krnerku kimyOeHpkoB MyTanTHOM nuHMH SYyM40-1 (A—B); oOmmii Bua KIyOCHBKOB MYTaHTHOM
muann Sym33-3 (I'-E). HeoOpabortanusie knyOenvku (A, I'); kiyOeHbKHM Ha pacTeHUSsX,
obpabotanHbix pactBopoM 0,1 MM pactBopom BSO (b, JI); kiyOeHbKHM Ha pAacTCHUSIX,
obOpabotannsix pactBopamu 0,1 MM BSO u 0,5 MM GSH (B, E). 1 — sampo; ux —
WHOUIMPOBAaHHAS KJIETKA; HAKOHEUYHHUK CTPEJKH YKa3bIBaeT Ha WH()EKIIMOHHBIC KAIlJIH; IBOMHOMN
HaKOHEYHHMK — Ha aHOMAaJIbHbIe CUMOMOCOMBI, COJIep Kallliie HECKOJIbKO 0akTepouaoB; | — 30Ha
MEpPHUCTEMBI; CTpeITKaMi 0003HaYeHa 30Ha pacIpOCTpaHeHHs 3a0J0KUPOBaHHBIX HH()EKIIMOHHBIX
Huteid. Hanoxenne nuddepeHnnanbHo-uHTEpEpEeHIIMOHHOIO KOHTpacTa U KPacHOTo KaHaja,
kpacHsbiif kanan — JIHK sinep u 6akrepuii/6akteponoB. Macmradbnas muHeiika = 10 mxm (A-B),
100 mxm (I'-E).

sym40-1

sym33-3

S e s

CopneprkaHKe THOJIOB CHIDKAETCsI BO BPEMS €CTECTBEHHOTO W HHAYIIMPOBAHHOTO CTAPEHUS
B KiyOenbpkax G. max (Evans et al., 1999), P. sativum (Groten et al., 2005) u Phaseolus vulgaris
(Loscos et al., 2008). B nanHoit pabote 006padboTka pactenuii pactBopom BSO BbI3Basia HHAYKIIUIO
paHHETO CTapeHUs, MPOSIBIIIONIETOCS B ACTPAJalliy 30HBI a30T(UKCAIINH B KIIYOCHbBKAaX THUKOTO
TUIIA U YBEIMYEHUH YPOBHS SKCIIPECCUU T€HOB, CBSI3aHHBIX co cTapeHueM Cypl5a u TPP. Takum
obopazom, GSH wu hGSH wumeror pemaroniee 3HaueHue Juis  (QYHKIIMOHHUPOBAHUS
a30T(UKCUPYIOIINX KJIETOK B KiaydeHbkax P. sativum.

OOpaboranneie  pactBopoM  BSO  kiyOeHBKM ~ MyTaHTHOW  JimHHM SYym40-
1 xapakTepr30BaINCh 00pa30BaHHEM MHOTOYUCICHHBIX CHMOMOCOM, COJIEPKAIIUX HECKOIBKO
0aKTepOUI0B, OKPYKEHHBIX 00IIe CHMOMOCOMHON MeMOpaHoii. Panee Takoi Tum cumMOmocoM
ObLT omHcaH AJst KiyoeHbpkoB P. sativum myranTtHo# guHIK SYyM31 1 KiyOSHBKOB, BBIPAIICHHBIX
B ycnoBusx aedunurta 6opa (Borisov et al., 1997; Bolafios et al., 2001). IIpeamnonaranocs, 94To
9TOT (EHOTUI MOXKET OBITh CBsi3aH C MoAW(UKAIKEHl W HENpaBWIBLHON JIOKaTH3alue
cuMOrnocoMHOM n30(opMbI JTekTrHOMOA00HOTO rnkonporenHa NLEC-1 (Dahiya et al., 1998).
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Anamus pacnpenenenuss NLEC-1 B kimyOenpkax myranTHOH nuuuu Sym40-1, oGpaGoTaHHBIX
pactBopoM BSO, 3acinyxuBaet najJbHEHIIEr0 U3YYCHUS.

bnok pa3BuTHs MepUCTEMBI U CIIEU(PHUECKOE TPEepPhIBaHIE POCTa MH()EKIMOHHBIX HUTEH
HaOarIOMannch B KiayOeHbkax Myrtanta Sym33-3 ¢ memocratkom GSH u hGSH. Dtm
MOp(OJIOTrHUECKUE H3MEHEHUSI MOTJIA OBITh OBUIM BBI3BaHBI MOJaBIeHUEM dKcnipeccun rena NF-
YAL, tak kak cxoaHblii ¢penorun Habmogancsa y myranrta M. truncatula nf-yal-1 (Laporte et al.,
2014). NF-YA1 mnpencrasusier coboii CCAAT box-csizpiBatouii (paktop TpaHCKPHUIILINH,
HEOOXOAUMBIA 111 (GOPMHUPOBAHUSA U (PYHKLIMOHUPOBAHMS MEPHUCTEMBbl KIYOEHbKA, a TaKKe
KOHTPOJIMPYIOLINI pocT HH(EKIMOHHBIX HUTEH U KOJIOHU3ALMIO TKaHel kimyoenpka (Combier et
al., 2006). 3meHeHHEe CBOWCTB KJIETOYHOW CTEHKH HH(MEKIIHMOHHOW HHUTH MOXKET OOBICHATH
B3JIyTUSl U HEYIOPSIOUYEHHBIN XapakTep pocTa HHPEKIIMOHHON HUTH, HAOII01aeMble Y MyTaHTa
nf-yal-1 (Laporte et al., 2014) u B kirybenpkax myranTa Sym33-3 ¢ negocrtarkom GSH n hGSH.

CHM)XeHHE CHHTE3a THOJIOB 3HAUYUTENIFHO YMEHBIIAJIO KOJIUYECTBO KIYOEHBKOB BO BCEX
TeHOTHIIaX. JTO COBIAIaeT ¢ JaHHBIMHU, HOoMydeHHbIMU uisi M. truncatula, rune narubupoBanue
cuareza GSH u hGSH ymeHpmano Komu4ecTBO (GOPMHPYIOUIMXCS KIyOSHBKOB M OOKOBBIX
xopueit (Frendo et al., 2005). Dtu ¢akTel yka3bIBalOT Ha TO, YTO YMEHBLICHHE KOJIMYECTBA
KIIyOCHBKOB y 00paboTanHbIX pacTBopoM BSO pactenuii Bcex TéHOTUIIOB MOTJIO TIPOUCXOIHTB,
[0 KpailHell Mepe YaCTU4HO, M3-3a HapylIeHUs (GOPMHPOBAHUS MEPUCTEMbI B TKAHAX KOPHS.
HHTEpEecHO OTMETUTH, YTO Ha PacTeHHUsX, oOpaboranHbix pactBopamu 0,1 MM BSO u 0,5 MM
GSH, xonnuecTBO KIyOeHbKOB OBIJIO TAKUM K€, KaK U Ha He0OpaOOTaHHBIX PACTEHUSAX JUIS BCEX
TCHOTHIIOB, 32 WCKJIIOYEHHEM MyTaHTa Sym33-3. DTo O3HayaeT, 4TO B PACTEHHUSIX MYTaHTHOM
auHUK SYM33-3 MOT'yYT CYLIECTBOBAaTh JOIMOJHUTEIbHBIE (PAKTOPHI, PErYIUPYIONIUE KOJIUYECTBO
ki1yoenbkoB. KiryOenpku MmyTtanta Sym33-3, XxapakTepu3yIOTCs YCUIICHHEM 3aIIUTHBIX OTBETOB H,
BEPOSITHO, IOBBILIEHHBIM CHHTE30M CAJUIMIOBON KHCIOTBI —  HEraTUBHOI'O pETYJSATOpa
Kkiryoenpkoo0pa3oBanus (Lpranosa, Lpranos, 2018). 3T0 KOCBEHHO MOATBEPIKAACTCS BHICOKUM
ypoBHeM 3kcrnpeccun reHoB PR1 u PR10, koTopeie HHAYyLUPYIOTCS CANUIIUIOBON KUCIOTOM, B
HEOOpabOTaHHBIX pacTeHUs X MyTaHTHOU muHUK SYyM33-3 u oOpadoranHbIX pactBopamu 0,1 MM
BSO u 0,5 MM GSH, no cpaBHeHHIO ¢ Apyrumu resorunamu. [IpuHumas Bo BHMMaHME, 4TO
MepHcTeMa BCe-Taku (OpMUPOBATIACh B KIyOCHbKAaX MyTaHTHOU JiHUH SYM33-3, 00paboTaHHBIX
pactBopamu 0,1 MM BSO u 0,5 MM GSH, rae ypoau GSH u hGSH cocrtaisiiu Tonsko 38% u
18% oT ypoBHEW 3THUX THOJOB B HEOOPaOOTAaHHBIX PACTECHHSX, MOXKHO MPEAIOJIIOXKUTH, UTO
ONpEeNeNIeHHbId ~ MHUHUMAJbHBIH ~ ypOBEHb  THOJIOB  SIBISIETCA  CYIIECTBEHHBIM  JJIS
(GYHKIIMOHUPOBAHUS MEPUCTEMBI, HO SBIISIETCS HETIOCTATOYHBIM JJIS BOCCTaHOBIICHHS KOJIMYECTBA
KJIyOCHBKOB y JAHHOTO MyTaHTA.

Takum 00pa3oM, HEJOCTATOK THOJIOB TMPUBOAUT K Pa3pyLIEHHIO a30T(HUKCUPYIOIINUX
KJIETOK B KJIyOE€HBKax JMKOIO THIA, YTO MOXeET OBbITh JoKa3aTeabcTBOM IpsaMoil ponu GSH u
hGSH B noaaepxanuu 1 GyHKIIMOHUPOBAHUY MHPHUIIMPOBAHHBIX KJIETOK. B TO 'ke Bpemsl, aApyrue
3 EeKTH HEAOCTATKA STUX THOJIOB, HAOII01aeMble B MyTaHTHBIX KIIyOE€HbKaX, MOTYT yKa3bIBaTh
Ha UX (YHKIUU B Pa3BUTHU MEPUCTEMBI, (JOPMHUPOBAHUN ONPEACICHHOTO YHCIa KIYOCHBKOB,
pocTe HH(GEKIMOHHBIX HUTEH U AeTIeHUH CUMOHOCOM.

4.3.AHa/u3 BJIUSHUA OOPa0dOTKH HK30TeHHBbIM IJYTATHOHOM Ha MOP(OJIOTHIO
KJIy0eHbKOB P. Sativum qukoro Tuna u MyTaHTHBIX JuHuit Sym40-1 u sym33-3

UYroObl M3YyYuTh BIUSHHE KOHIIEHTPALMU THOJOB M HMX COOTHOIICHHS Ha pa3BUTHE
KJI1yOeHbKOB, KOpHH P. sativum qukoro Tuma ¥ MyTaHTHBIX JMHHIA oOpadareiBanu 0,1 MM wim 1
MM pactBopom GSH. O6pabotka pactenuii P. sativum nukoro tuna 0,1 MM pactBopom GSH B
TE€YEHUE 2 HeJellb NPUBOJAMIIA K JABYKPATHOMY yBenudeHHto konnuyectBa GSH u He Bimsia Ha
kosmdyectBo hGSH B KopHAX ¢ ki1yOeHpkaMu. B To e Bpemst o0pabotka pactsopom 1 MM GSH
BbI3BAJIa TPEXKPATHOE yBEIMUYEHHE KOJIMYECTBA 00OMX THOJIOB. Y MyTaHTHOH ymHUM Sym40-1
obpabotka 0,1 MM pactBopom GSH He Bnusina Ha konmmuectBo GSH, HO mpuBonuna x 25%
yBenudeHuto komudectBa hGSH B xopHasix ¢ kiyoenskamu. O6padbotka pactBopom 1 MM GSH
BBI3BIBAJIA TIOYTH TPEXKPATHOE YBEITMUYECHUE KOJINYECTBA 000MX THOJIOB, KaK U B KOPHSIX PacTeHUI
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nukoro tumna. KopHu ¢ kiyOeHbKaMH MYTaHTHOM JHMHHMM SYym33-3, xapakrepu3oBaiuch 25%
yBenuueHueM ypoBHs GSH u 35% cumxenuem kommuectBa hGSH mnocne obpabotku 0,1 MM
pactBopom GSH, u Tosbko 1,5-kpatHbiM yBenumueHueM koiuudectBa GSH u aBykpaTHbBIM
yBenmmuenueM hGSH nocne o6padotku 1 MM pactBopom GSH.

MUKPOCKOIMYECKH aHaIu3 KIyOCHbKOB JWUKOTO THMAa WM MyTaHTHOH juHuu Sym40-1
nocinie o0padoTku pactBopamu GSH pa3nuyHbIX KOHIIEHTPAIMi HEe BBISBUI KaKHX-THOO XOPOILIO
3aMETHBIX OTJIMYMHA OT HeoOpaboTaHHBIX KiIyOeHbkoB. OOpabotka GSH MyTaHTHOH IMHUH
sym33-3 mpuBoauia K 00pa30BaHUIO CTPYKTYP, MOAOOHBIX MH(PEKIIMOHHBIM KallJIIM BO MHOTHX
KJIETKax KIIyO€HbKOB, HEKOTOPBIEC U3 HUX OBUIH TUIIEPTPOPUPOBAHBI, 0COOEHHO TIOCIIEe 00pabOTKU
1 MM pactBopom GSH (puc. 9A), B HEKOTOPBIX KJIETKaX MPOUCXOAUI BbIX0J OakTepuil (puc. 9b).
OpHaKo, 3TH KJIETKH ¢ XaOTUYHO PACTIOJIOKEHHBIMU OaKTepOHUIaMH OTIMYAINCH 110 CTPYKTYPHOIR
opraHu3anyy OT WHOUIMPOBAHHBIX KiIeTOK mukoro tuma (puc. 9b). OO6paboTka KopHew
MyTaHTHOW mmHMH SYym33-2 pactBopom | MM GSH He wusMeHsia creneHb WHGEKINU
KITyOE€HBKOBBIX PUMOPIMEB, HO IPUBOANIIA K UPE3MEPHOMY POCTY U HaOyXaHUIO HH(EKIIMOHHBIX
HUTEH, KOTOPBIE MPOSBIISUIA MPU3HAKHA YaCTOW OCTAHOBKU U ()OPMHUPOBAIU B3IYTHS B HAPYKHOU
kope kinyoOeHpka (puc. 9B-I'). Hukakux BHAMMBIX U3MEHEHUH B THCTOJOTHYECKOH CTPYKTYpe
KIIyOeHbKOB MyTaHTa Sym33-2 mociue o0padotku kopueit 0,1 MM pactBopom GSH mo cpaBHeHH O
¢ He0OpaOOTaHHBIMH PACTEHHUSIMHU HE HAOII01a10Ch.

Pucynok 9. — I'ucroJioruueckasi
opraHu3anus KJiy0eHbKoB P.
sativum MyTaHTHBIX JUHUH
sym33-3 u sym33-2,
o0paborannbix 1 MM pacTBOopom
rJIyTaTHOHA Yepe3 2 He/Je U nocJie
HHOKYJISIUH
Knerku  kiyOeHbka  MyTaHTHOM
muann - Sym33-3  (A-b); kietku
KIyOeHbKa  MYTaHTHOW  JIMHHHU
sym33-2 (B-I'). s — sanpo; uk —
WHOUIMPOBAHHAS KJIETKA; CTpeJKa
yKa3bIBaeT Ha UHPEKIMOHHbIE HUTH,

sym33-3

N

o HAKOHEYHHUK  CTPEIKH —  Ha
°é’ UH(MEKIHOHHBIC Karui. HamoxeHne
N g hepeHIHaTBHO-

MHTep(EPEeHIMOHHOTO KOHTpacTa U
KpacHOI0 KaHaJla, KpaCHbIM KaHaJI —
JHK sinep u 6aktepuit/6akTeponioB.
Macmra6Has nuHelika = 100 MKM.

KiryOenbku MytanTtHO#M jauHHE SYymM33-3, oOpadortannbie 1| MM pactBopom GSH, ObutH
UHQUIPOBAHBI B OOJIBIIEH CTENIEHH, YeM KIIyOeHbKH Ha HeOOpaOOTaHHBIX PAaCTEHHSIX, OJJHAKO,
9TO COTMPOBOKIAIACH YCHIICHUEM 3KcTpeccuu PR-TeHOB 1 reHa mucTenHoBo# nmpoTea3sl Cyplba,
a TaKKe Je30praHu3aluell 0aKTepouI0B B MHPHUIMPOBAHHBIX KJIETKax. MOXHO c/enaTh BBIBOJ,
9YTO CTUMYIALUS MHQEKINH B 3TUX KIYyOCHBKAX BBI3BIBACT TAaKXK€ M YCHJICHHE 3aIUTHBIX
peaKkIuii, Y4TO BIOCIEACTBUU MNPUBEAET K JErpajaluy WHQHIUPOBAHHBIX KIETOK, KaK 3TO
MIPOUCXOUT B KiITyOeHbKax MyTaHTa Sym40-1.

Crout OTMETHUTh, YTO 00paboTKa KOpHEH ¢ KiyOeHbkamMu MyTaHToB Sym33 1 MM
pactBopom GSH Tarke mpuBOIMIAa K HApyIICHHSAM B Pa3BUTHH WH(EKIMOHHBIX HUTEH.
Bo3MoxHBIM  00BsicHEeHHEM MoOeT ObIThb  crnocoOHocTh GSH — u3MeHsTh  cBoiicTBa
apaOMHOTaJaKTaHIIPOTEHH AKCTEH3MHOB, JIOKAIN30BAHHBIX B MPOCBETe MH(EKIMOHHBIX HHUTEH
(Bradley et al., 1992). Takue apaOMHOTAIAKTAHIIPOTEHH SKCTCH3WHBI, OKpYyXas OaKTepuu B

22



WH(MEKIIMOHHBIX HHUTSIX, MOTYT OTPAaHMYMBATHL UX POCT, & TaKXKE PEryIHpOBaTH POCT CAMUX
uHdekuonueix Huteh (Wisniewski et al., 2000). Dtu manusle moarsepkaaoT yuactue GSH B
KOHTpOJie pocTa HH(EKIMOHHBIX HUTeH. GSH B 3aBUCMIMOCTH OT KOHIICHTPAIIMH MOXKET BIIHSITH
Ha ypoBeHb Odkcnpeccurn reHa NF-YAL wunm  HampsMyro —  B3aMMOJICHCTBYS €
apaOMHOTATAKTAHIIPOTCHH SKCTEH3MHAMU B MaTpHUKce HH(EKIMOHHBIX HUTEH. boiee Toro,
napajuieiab Mexay dbdexTaMu HerocTaTka THOJIOB B 00padoTku pactenuii 1 MM pactBopom GSH
MOMYEPKUBACT HEOJHO3ZHAYHYIO POJIb 3TOTO THOJIA B a30T(UKCHPYIOIIEM CUMOMO3€ U TOHKYIO
HACTPOIKY KJIIETOUHOTO OTBETA B COOTBETCTBHH € (pakTHueckum coaepxkanueM GSH.

3AK/IIOYEHHUE

Puzobun Moryt BeTymaTh ¢ O00OBBIMU PAaCTEHUSIMH KaK B MYTYJIMCTHYECKUE, TaK U B
Hapa3uTUYECKUue B3aUMOOTHoUIeHUs. [103TOMy pacTeHus TOJKHBI KOHTPOJIMPOBATH BCE 3TaIlbl
pa3BUTH KIyOeHbKa M ero (yHKIMOHMPOBAHUS, YTOObI M30€KaTh HEXEJNATENBHBIX 3aTpar
SHEPIruM, OTAENSIS 3alUTHBIE MEXaHU3MbI OT MPOLIECCOB JiesIeHus U 1u(pHEepeHIUPOBKU KIIETOK.
KoopauHanmst mponeccoB pa3BUTHS M 3aIIUTHBIX OTBETOB, OCYILECTBIISIEMas IMOCPEACTBOM
B3aMMOJICHCTBUS aKTUBHBIX (popMm kuciopona, ¢utoropmonoB, GSH/hGSH u oxucnurensHo-
BOCCTAaHOBUTEJIBHOIO OajlaHCa, ABJIAETCS HEOOXOJUMOW JUIsl PEryJIAliUUA TaKOH Y4yBCTBUTEIILHOMN
cucTeMbl, kKak cumbuoruueckuii kinyberek (Foyer et al.,, 2009; Foyer, Noctor, 2013; Diaz-
Vivancos et al., 2015).

C ucnonb3oBanueM JiHUHM P. sativum aukoro Tuma M CUMOMOTHYECKHX MYTaHTHBIX
JWHAN, OJIOKUPOBAHHBIX HA PA3HBIX CTAAMAX Pa3BUTHS KIYyOCHbKa M XapaKTEPU3YIOIIUXCS
IPOSIBIEHUEM Pa3HOOOpa3HbIX 3aLIUTHBIX OTBETOB, OblIH BbIsABIECHBI pyHkmn GSH 1 hGSH.

KomnyectBo GSH u hGSH, a Taxke UX COOTHOIIEHHE WTPAIOT POJb B BOCIPHITHU
pactenusmu P. sativum pu3oOuii B kadecTBe CHMOMOHTOB WM IaTOr¢HOB. bosee BbICOKOE
cootnomenue GSH : hGSH B xiryOeHbpKax 1o CpaBHEHHIO ¢ KOPHIMH, HEOOXOIUMO ISl Pa3BUTHS
cuMOuno03a 1 BBICBOOOXKI€HUS OaKTEepUil B paCTUTENBbHYIO KJIETKY. B cumOnoTnyeckom kiryOeHbKe
P. sativum GSH y4acTByeT B MEpHCTEMAaTHYECKONH aKTHBHOCTH KIIETOK M, BEPOSITHO, TAK)KE B
SHJIOPEAYIUTUKAIMN B MHOUIUPOBAHHBIX KJIETKAX, pocTe MH(EKIMOHHBIX HUTEH, MOANepKAHUN
azoTuKcaluuu B OaKTepoHIax U ajalTallud K CTPECCOBOMY Bo3jaeWcTBUIO y puzobuil. GSH u
hGSH HeoOXxoauMsbl JUIsl yCTOHUMBOCTH a30T(PUKCUPYIOMIMX KJIETOK M BOBJEUYEHBI B 3aIIUTHBIE
peakuu pacrenuid. s ydactus GSH u hGSH B cuMOMOTHYECKHX B3aMMOJICHCTBUSX WU
3alIUTHBIX pEaKIMsX, HMX KOJMYECTBO U COOTHOIIEHHWE B KIyOeHbKE JOJDKHO CTpPOTro
KOHTPOJIMPOBATHCSI.

JlanpHeWie  UCCleOBaHUS  HEOOXOOUMBI, UTOOBI  OKOHYATENbHO  MPOSICHUTh
cnenuduyeckyro posib hGSH B pa3BuTuu v QyHKIMOHUPOBAHUN CUMOMOTHYECKUX KIyOEHBKOB,
a TaKkKe BBIABUTH CEJIEKTUBHOE MpeumyliecTBo, obecneunBatomeecs hGSH ans 60060BbIx
pacTeHuii, KOTOPOE MO3BOJIMIIO COXPAHUTh aKTUBHOCTH reHa hGSHS B miporiecce sBosONNH.

BbIBO/IbI

1. Myramuu P. sativum sym33-3 u Sym40-1 npuBOAAT K BOCHPHATHIO MHUKPOCHMOHOHTa B
Ka4ecTBE MOTEHIIHAIFHOTO ITAaTOTeHAa, YTO MPOSBISETCS B OTIOXKEHHH CyOepHHA B TKaHIX
HEd(PPEKTUBHBIX KIIyOCHHKOB M JKCIPECCHMM T€HOB — MAapKepoB 3aIIUTHBIX pPEaKLU.
Crumynsinus WHQEKIMA B MYTaHTHBIX KiyOeHbkax Sym33-3 sk3oreHHbiM GSH BbI3BIBaeT
YCUJICHHE 3AIIUTHBIX PEaKIHi.

2. UWsmenenns B axktuBHoctd reHoB GSHS m hGSHS u xomuuectse tmonos GSH u hGSH,
HaOJIr01aeMble 1OCIIe BBICBOOOXKICHUS OaKTepHil M3 MHPEKIIMOHHBIX HUTEH B KiyOeHbKax P.
sativum, sIBIISFOTCS 4aCThIO MPOTrPaMMBbI Pa3BUTHSI CHMOMOTHYECKOTO KITyOCHbBKA.

3. B a¢ddexruBnpx xmybenpkax P. sativum momnepxkuBaercs 0ojiee BBICOKOE COOTHOLICHHUE
GSH : hGSH, yem B Hea(hPEeKTUBHBIX KIYOCHbKAX U HEMHOKYIMPOBAHHBIX KOPHSX.

4.  GSH neobxoauM st GyHKIMOHMPOBAHHS MEPUCTEMBI KiTyOeHbKa P. sativum u GakTeponion
pH 3G HEKTUBHOM CUMOHO3E.

23



Cawmwxenne konueHtpauun GSH m hGSH B xopusix P. sativum mpuBOAHMT K yMEHBILICHHIO
yyciaa KIyOEHBKOB W HWHAYKIMHM PpaHHEro CTapeHuss B KiIyOeHbKax JUKOro THIIA,
NPOSIBIIAIONIETOCS B JIETPaJalliil 30HBI a30T(GUKCAIIMA M YBEITHMUYECHUH YPOBHS IKCIPECCUU
T€HOB — MapKepoB ctapeHus. B kiybenpkax myranTHou muauu Sym40-1 negocrarok GSH u
hGSH npuBoaut k GopMHPOBaHUIO CUMOMOCOM, COJEPKALINX HECKOIBKO OAKTEPOUIOB.
Kak cHmkeHue, Tak U yBeJIMUeHHE KOHIIEHTPALUU THOJIOB B He3(h(peKTUBHBIX Ki1yOeHbKax P.
sativum 1o cpaBHEHHIO C KIIyOCHbKaMU JMKOT'O THIIA, SIBJISIOTCS YaCThIO 3aIUTHBIX PEAKIIUA,
IPOSIBIIEHUE KOTOPBIX 3aBUCUT OT CTaUH, HA KOTOPOH OBLJIO HAPYIIEHO Pa3BUTHE KIYyOEHbKA
Y TIPOMU30IILIO NEPEKITIOYEHNE CUMOMOTHYECKON IPOrpaMMBbl Ha 3alIUTHBIN OTBET.
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