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BBEJIEHUE

PacTenusM, BegyIMM HETOABUKHBIN 00pa3 )KU3HU, IPUXOJUTCS IIOCTOSIHHO
IPUCTIOCAOMUBATECS K MEHSIIOMIMMCS YCIOBUSIM OKPY’KaIOIEH Cpeabl, UTo
OKa3bIBaeT OTPOMHOE BIMSHHE HAa MX pa3BUTHE M (yHKuMoHUpoBanue (Sultan,
2000). OmHo¥t W3 BaXHEWIIHMX aJanTaluid K M3MEHCHUSM YCJIOBUU OOWTaHWS,
MOSIBUBIIMXCS B XOJE SBOJIOIHUH, SBISETCS CHOCOOHOCTH OOOOBBIX pacTEeHUM
(dopMupoBaTh a30T(UKCUPYIOIMIME CUMOMOTHYECKHE KIYOEHBKM B YCJIOBMSX
HeJocTaTtka a30ta. CUMOMOTHYECKHI KITyOCHEK MpEeACTaBIsIET COO0H YHUKAIBHYIO
MOJieIb, B KOTOPOH MOXHO MPOCIEAUTh MOCIEN0BATEIbHOCTh U B3aUMOJICHCTBUE
TaKUX MPOIECCOB, Kak JeAu(PepeHInpoBKa KIETOK BHYTPEHHEH KOpbI KOpPHS,
MUTOTHYECKAsl peaKTUBalMs, Mpojudepanns KIETOK MEpPUCTEMBbl KIIyOeHbKa,
i depeHIMpOBKa UHPHUIIMPOBAHHBIX KIIETOK, CBSI3aHHAS C IOBTOPSIOLIMMUCS
UKIJIAMH SHA0PETYTUTUKIINN, PA3BUTHE 3alIUTHBIX PEAKINI U UX TOJaBICHHUE PU
COBMECTUMBIX B3aMMOJIEUCTBUSX C OaKkTepusiMu, HeoOpaTumas 1udgepeHrpoBKa
OakTepuil TOJ JEMCTBHEM pacCTUTENbHBIX (HAaKTOpoB B 0colyio ¢dopmy,
dukcupyronryro armocepHsiii a30T, HazpiBaeMyto Oaktepommamu (Tsyganova et
al., 2018; Benezech et al., 2020). B ¢popmupoBannu u GpyHKIIMOHUPOBAHUH TaKOW
YyBCTBUTEIFHOW CHCTEMBI, KaK a30T(PUKCUPYIOUINA KIyOeHEK OKHCIUTEIbHO-
BOCCTAHOBUTEJIPHOE COCTOSIHUE DPACTUTENBHON KIETKH W €€ KOMIIApTMEHTOB,
OTpeseIsieMOe COOTHOIIEHUEM MPO- U aHTUOKCUAAHTOB U MX B3aMMOJIECHCTBUEM,
KOHTpoJMpyeT MHOXecTBO mporieccoB (Ribeiro et al., 2015; Matamoros, Becana,
2020). BoNBHIMHCTBO AHTHOKCHIAHTOB, MPHCYTCTBYIOIIMX B IPYTHX OpraHax
pacTeHui, TakkKe coJep)KaTcsi M B KIyOeHbKax, OJIHAKo, B 0ojiee BBICOKOU
KOHIICHTPAIIUH, YTO, BEPOSATHO, CBSA3aHO C BBICOKON MHTEHCHUBHOCTHIO MPOIIECCOB,
CBSI3aHHBIX ¢ Omoaormueckoin aszordukcanueii (Becana et al., 2010). Ocoboro
BHUMaHUSl 3aClly’)KUBAa€T BOJOPACTBOPUMBIN aAHTHOKCHJIAHT W OKUCIHTEIHHO-
BOCCTAHOBUTEJBHBIN Oydep pacTeHUN — HUZKOMOJICKYJISIPHBIM THOJ TJIyTaTUOH
(GSH). GSH yuactByeT B peryisiud pa3BUTHS W PEaKIMH HA OMOTHYCCKUN |
aOMOTUYECKUI CTpecC y pacTEHUM, BBIMOJNHSSA P YHUKAJIbHBIX (DYHKIUH, HE

MMO3BOJIOIINX 3dMCHUTHL €TO0 APYTHM THOJIOM HWJIM aHTUOKCHUAAHTOM (Maughan,
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Foyer, 2006; Foyer, Noctor, 2011; Noctor et al., 2012; Frendo et al., 2013). GSH
MOJKET BBICTYIIaTh B POJHM CHUTHAIBHOW MOJICKYJBI, (PEpMEHTHI €ro OMOCUHTE3a U
KOJUPYIOIINE WX TEHBI MOTYT SIBISTHCS HEMOCPEACTBEHHOW MUIIIEHBIO TOPMOH-
WHIYIIUUPYEMBIX OTBETOB, KpoMe Toro, GSH HampsMyio B3auMOJICHCTBOBYET C
Oenkamu, U3MEHSIA UX THOJI-TUCYIbGUIHBIN cTaTyCc. Takue MOCTTPaHCISIITMOHHBIS
MOAM(UKAIIMK MOTYT TPHUBOJUTh K M3MEHCHHIO AKTHBHOCTH OEJKOB, WX
CTaOMIIHPHOCTH WM JIOKaIM3aruu. Y 0000BBIX pacTeHUl OOHAPYKEH YHUKATbHBIN
romoiior GSH — romornyratron (hGSH), koTopslii BeposTHO, Tak:Ke y4acTBYET B
mpolieccax pa3BUTUA U aJanTalid K CTPecCy Yy pacTeHuil, BKIoYas
KITy0eHbKkooOpazoBanue. M3BEeCTHO, YTO yBEIMYEHHE COACP)KAHUS ATUX THOJIOB
KOppelnupyeT ¢ yBeaudeHueM S(PPEeKTUBHOCTH a30T(PHUKCAIMU U YBEIUYCHUEM
9KCIPECCHH T'€HOB, YYacTBYMOIUX B (yHKIMOHMpoBaHuu kiyoeHbkoB (Dalton et
al., 1993; El Msehli et al.,, 2011). Hamportus, cHmwkeHne 3((eKTHBHOCTH
CBS3BIBAaHUS a30Ta KOPPEIUPYET CO CHUKEHHUEM YPOBHEH THOJOB BO BpeMs
CCTECTBEHHOTO M HMHIYIIMPOBAaHHOIO cTapeHus kiybOenbkoB (Evans et al., 1999;
Matamoros et al., 1999; Groten et al., 2005; Marino et al., 2007; Naya et al., 2007).
Hedunutr GSH 1 hGSH Takke npuBOAUT K 3HAUUTETLHOMY CHUKEHHUIO KOJIMYECTBA
BO3HUKamoImux ki1yoeHpkoB (Frendo et al., 2005).

TpanckpuntomHuslii ananu3 pactenudt Medicago truncatula Gaertn. c
nedUIUTOM CHHTE3a THOJIOB MOKa3aj, YTO Ha PaHHHUX JTalax B3aUMOJCHCTBUS C
KITyOCHHKOBBIMU OaKTEPUSIMU B MHOKYJMPOBAHHBIX KOPHSAX aKTHBUPYIOTCS TCHBI,
YYacTBYIOIIME B 3allUTHOM OTBETE€ PACTCHHI, OCOOCHHO peryJupyembie
canmuiptooit kucioroit (Pucciariello et al., 2009) Dtu pe3yabTaThl KOPPEIUPYIOT C
JTAHHBIMH, TIOJTyYCHHBIMHA Ha JAPYTHX BHaax pacteHuit, 4to GSH HeoOXoaum s
ONTUMAJIbHOW 3aIlMTHl PACTEHUN OT MATOTEHOB, SBJISISICH HE TOJHKO MCTOYHUKOM
CEpBI I CHHTE3a BTOPUYHBIX META0OJMTOB, HO M YYaCTBYS B IpoIieccax nepeaadn
CUTHAJIOB M K3MEHCHHUH THOJI-IUCYIb(PHUIHOIO cTaTyca HeKoTophix OenkoB (Tada et
al., 2008).

Bce stu nansple mokaszeiBaloT BaxkHOCTh GSH u hGSH B pasButum u

(GYyHKIMOHUPOBAaHUM  KIIyOeHbKOB.  OCOOEHHBIM  HMHTEpeC  MpEeACTaBISET
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HEOJHO3HAYHOCTh (DYHKIIMH 3TUX THOJIOB, KOTOPbIE MOTYT KaK BBITIOJHSIOT POJIb
AHTUOKCUJAHTOB M OKHCIUTEILHO-BOCCTAHOBUTEILHOTO Oydepa 11 HOpMaJIbHOTO
MPOTEKAHUSI BHICOKOUYBCTBUTENBHBIX PEAKINil CHMOUOTHUECKOH (hHKCaluu a30Ta,
TaK M ydYacTBOBaTh B MHAYKIMHM W CYNPECCUM 3alllUTHBIX PEaKIIHid,
COIIPOBOXAAIOIMINX (POPMUPOBAHUE KITYyOCHBKA.

I'opox moceBHo# (Pisum sativum L.) sBisiercss 0OBEKTOM HHTEHCHUBHBIX
TeHETHYECKUX, (PU3UOJIOTMUECKIX U OMOXUMUYECKUX UCCIIEIOBAaHUM, OYIydH MPpHU
TOM BakKHEMWIEH 3epH00000BOI KyiabTypoil. OH MOXXET B3aMMOJEHCTBOBAThH C
noyBeHHbIMU Oaktepusmu  Rhizobium leguminosarum bv. viciae, dopmupys
azoTdukcupyromnme kayoenpku. s P. sativum co3manbl OOIIMPHBIE KOJICKIIUN
cumbOnoTudeckux myrtantoB (Tsyganov, Tsyganova, 2020), xoTopbie SBISIOTCS
yIOOHBIMU MOICIIAMH IS BhIsgBIeHUs cnenuduyeckux Gyukuuii GSH u hGSH u
UX MHILEHEN B rporecce GopMUpOBaHUS U PYHKIMOHUPOBAHKSI CUMOMOTUYECKOTO
KJIyO€HbKa.

Takum o00pa3zoMm, 1enbi0 JaHHOW pabOThl SBISJIOCH BBISBICHUE POJIH
HU3KOMOJICKYJISIPHBIX THOJIOB B Pa3BUTHHU U (PYHKIIMOHUPOBAHUU I(PHEKTUBHBIX U
Hed(P(BEKTUBHBIX CHUMOHOTHYECKUX KiyOeHpkoB P. sativum. Jlas mocTikeHus
MOCTaBJICHHOM 11eTH OBLTN CPOPMYITUPOBAHBI CIEAYIONINE 3a0aUu:

1. AHanu3 nposiBIEHUH 3alIMTHBIX PEaKkUuid B KI1yOeHbKaX HEd(P(EKTUBHBIX
myTaHTOB P. sativum.

2. AHanu3 ypoBHeH dKcIipeccuu reHoB gpepmenToB onocunresa GSH n hGSH
u coaepxannss GSH u hGSH B HEMHOKYJIMPOBAaHHBIX KOPHAX, B 3()()EKTUBHBIX U
HeahpekTUBHBIX KiyOeHbKax P. sativum.

3. HNmmynonokamuzamuss GSH B sddextuBHbIXx U HedIDPEKTUBHBIX
Ki1yOenbkax P. sativum.

4. Nzyuenue BausiHus 00paboTku nHrnouropom orocunresa GSH u hGSH u
sk3oreHHbIM GSH Ha passutne 3QpekTuBHBIX U HEAP(HEKTUBHBIX KIyOeHbKOB P.

sativum.



Hayunasi HoBU3HA padoThI

BrisiBnieHbl HOBBIE (heHOTUTTMUECKHUE MPOsBIICHUS MyTaruii Sym33-3 u Sym40-
1, cBsi3aHHBIEC ¢ MHAYKLIKEH 3alIUTHBIX PEaKIUil — OTJI0KEHUEM CyOeprHa B TKAHSX
HeA((PEKTUBHBIX KIYyOCHHKOB M YBEJIMYEHHHM OHKCIPECCUU TE€HOB — MapKepoB
sanuTHBIX peaknuit  7TRA84, HSR203J um ABR17. BmepBesie mnoka3aHoO, YTO
cootHomenre GSH u hGSH B kimyOenpkax P. sativum m3menHsieTcs mociie BeIXo/1a
OakTepuii U3 WHOEKIMOHHBIX HHUTEH, YTO SBJISETCS HEOOXOAMMBIM YCIOBHEM
pa3BUTHS CUMOMOTHYECKOTO KiIyOeHbka. C HCIONB30BAaHUEM CUMOHMOTHYECKHUX
MyTaHTOB P. sativum BrmepBbie MOKAa3aHO, YTO WHIYKIMS 3alIUTHBIX PEaKIMid B
Hed((PEKTUBHBIX KITyOCHBKAX COMPOBOXKIAETCS U3MeHeHneM B metabonuzme GSH
u hGSH. Bmnepseie OBUIO NPOJEMOHCTPUPOBAHO, YTO B HEIPPEKTUBHBIX
CUMOMOTUYECKHX KIyOCHbKAX HEJOCTAaTOK THOJIOB TMPUBOJAUT K HAPYIICHUIO
pa3BUTHSL MEPUCTEMBI, POCTa MH(DPEKIIMOHHBIX HUTEH M JCNEHUS CUMOMOCOM, a B
3¢ ()EKTUBHBIX — K MPEKAECBPEMEHHON JErpajallui CAMOMOTUYECKUX CTPYKTYP.
Teopernyeckoe M NpaKTHYECKOE 3HAYECHHUE

PesynpTarel guccepTaniii BHECHTH CYIIECTBEHHBIM BKJIAJ B IOHUMAaHUE
MOJIEKYJISIPHO-TEHETUUECKUX ~MEXaHU3MOB (OPMUPOBAHUS CHUMOHUOTHUYECKOTO
KIyOeHbKa M KOOPAMHALIMM €T0 Pa3BUTHS C 3alIUTHBIMA CHCTEMaMHU PaCTCHUS,
OCYIIECTBIISIEMOM B TOM YHCJI€ TTOCPEACTBOM OKHCIIUTEIHHO-BOCCTAHOBUTEIBHOTO
OanaHca ¢ yqacTueM HU3KOMOJEKYsipHbIX THOI0B GSH 1 hGSH. PerynmupoBanue
MeTaboJi3Ma THOJOB B KIyOEHbKaX M KOPHAX OOOOBBIX PacTe€HUH MOMKET OBITh
Ba)KHBIM MHCTPYMEHTOM HE TOJIBKO MOBBINIEHUS 3()PEKTUBHOCTH CUMOMOTHYECKOM
a30T(UKCcaIlMM, HO TAaKXE YCTOMYMBOCTH pacTeHUM K matoreHam. Kpome Toro,
U3y4YCeHHE Tapajuieliell Mexay pa3BUTHEM CUMOWMO3a W TaToTreHe3a MO3BOJIAET
UJCHTU(DUIIPOBATH MEXAHU3MBI 3aIIUTHI PACTEHHUS, KOTOPhIE OBLITN UCTIOJIb30BaHbBI
B XOJI€ SBOJIOIUH JIJISl Pa3BUTHSI CHMOMOTHYECKUX OTHOIICHUH U, COOTBETCTBEHHO,

MPUCYTCTBYIOT HE TOJIBKO Y 0000BBIX pacTEHUH.



3anumaemMsple MOJI0KEeHUSs TUCCEPTAIUHN:

1. Myramuu P. sativum mo renam sym33-3 u Sym40-1 npuBOIAT K BOCIPHITHIO
MUKPOCUMOMOHTa B KaueCTBE MOTEHIMAILHOTO MAaTOT€HA U MEPEKIIOYCHHUIO
IporpaMMbl CHMOHMO03a Ha 3allUTHBIA OTBET.

2. V3meHeHWs B aKTUBHOCTH T€HOB OmocuHTEe3a THOJOB M KonmuectBe GSH u
hGSH ¢ onmHOW CTOPOHBI SIBISIFOTCS YacThIO MPOTPAMMBI  Pa3BHTHUS
CUMOHMOTHYECKOT0 KiIyOeHbKa P. sativum mociie BbICBOOOKICHHS OaKTepHii 13
WHOEKITMOHHBIX HUTEH, C JPYrod — BOBJICYCHBI B 3alIUTHBIC PEAKITUH,
UHIyIUpyeMbIe py HeAD(HEKTUBHOM CUMOHMO3E.

3. B sddexTuBHBIX KiIyOeHbKax P. sativum momaepikuBaercss 0ojiee BBICOKOE
cootHomienne GSH : hGSH, uwem B He3pQeKTHUBHBIX KIyOCHbKAX H
HEMHOKYJIMPOBaHHBIX KopHAX, GSH HeoOxomum mig (QyHKIIMOHUPOBAHHUS

MEPHUCTEMBI KITyOE€HbKA U 0aKTepOUI0B MPHU 3P(HEKTUBHOM CUMOHO3E.

JIn4HbIi BKJIAJ COMCKATEJIA

HccnenoBanus, MOCBSIIEHHBIE U3YUYEHHUIO POIM HU3KOMOJIEKYJISIPHBIX THOJIOB
B (opMHUpOBaHUMH W (YHKUMOHUPOBAHMM CHUMOMOTHYECKOTO KiyOeHbka P.
sativum, mpoBeACHbI JTMYHO aBTOPOM. VICKJIFOUEHHE COCTaBJISIET KOJUYECTBCHHAS
OLICHKA COJIEP>KaHMsI THOJIOB B 00pa3iiax ¢ MOMOIIBI0 METOAA BHICOKOA(DPEKTUBHOM
KUJKOCTHOM Xpomarorpaduu, COBMEIIEHHOH ¢ Macc-CIeKTPOMETPUUECKUM
JIETEKTUPOBAHUEM, BBIIIOJIHEHHAs: COBMECTHO ¢ Pycckux SHou BrnagumupoBHOU 1
YepuoBoii Exarepunonn HwukonmaeBHoii B ®DenepanbHOM TOCYJAapCTBEHHOM
OromkeTHOM  HayuyHoM  yupexaeHuun  Cankr-lIlerepOyprckuit  Hay4HO-
MCCIIeIOBATEIIbCKUN IIEHTP AKOJOTHYECKOM Oe3omacHocTH Poccuiickoit akaaeMun
Hayk (HULIDb PAH). Marepuanibl, BOIIEAIINE B COBMECTHbIE MyOJUKAIWU,
00CYXTaJTUCh C COABTOPAMHU U PYKOBOJUTEIEM PaOOTHI.
CreneHb 10CTOBEPHOCTH

JIOCTOBEpHOCTh PE3yJIbTATOB OOECleYeHa MPOBEACHUEM HCCIEIOBAHUM C
UCIIOJB30BAHUEM  COBPEMEHHBIX  METOJUK  HAa  BBICOKOTEXHOJOTHUYHOM

obopynoBanun B IIKII «['éHOMHBIE TEXHOJIOTMH, MPOTEOMHKA M KJIETOYHAs
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ouonorusn»y OI'BHY BHUUCXM u LKIT «Kinerounsle u MoJeKyJIsSpHbBIC
TEXHOJIOTUM u3yueHus pactenuit u rpudos» ®I'bYH BMH PAH.
AnpobGanusi padoThI

Marepuainsl auccepTaldy ObUTH Mpe/ICTaBIeHbl Ha 14-TH OTE€YECTBEHHBIX U
MEXIYHApOMHBIX KOoHbepeHusax, B ToMm uucie: II (X) MexaynapomaHoi
OoTaHnueckoi KoH(pepeHnn MoJoasix yueHsIx (2012 r., Cankr-IletepOypr), 6-i
Bcepoccuiickoit koH(epeHIInd MOJOJbIX y4eHbIX «CTpaTerusi B3auMOJCUCTBUS
MUKPOOPraHU3MOB M pacTeHU ¢ okpyxkarouiei cpenoin» (2012 r., Caparo), 18-ii
Mexnaynaponnoi IlymuHCKOM IMIKOJIBI — KOH(MEPEHIIMU MOJIOABIX YUYEHBIX
«buonorus — nayka XXI Beka» (2014 r., [Tymuno), 6-m cbe3ge BOI'uC (2014 r.,
PoctoB-Ha-/lony), MexnyHaponHoii koH(pepeHunn «l'eHeTudeckas HHTErpaius
Opo- W JyKapuoT: (yHAAMEHTaJbHBIE HCCIENIOBAHUS U  COBPEMEHHbIE
arporexnonorun» (2015 r., Cankr-IletrepOypr), Bcepoccuiickoii Hay4HOU
KOH(EepeHIMH C MEXIYHAPOJHBIM YYaCTHEM M IIKOJIE JJII MOJIOABIX YYEHBIX
«PacTeHust B yCIOBUAX T100ATBHBIX U JIOKAJIBHBIX MPUPOAHO- KIMMATHYECKUX U
aHTPOIOTEHHBIX BO3AeHCTBUI» U §-M Cbe3ne OOmecTBa (HU3MOJIOTOB PaCTEHUIN
Poccun (2015 r., IlerpozaBoack), 19-m MexmyHapogHOM KOHTpecce 10
azorpukcaiuu (2015 1., Ilacudpuk-I'poys, Kamudopuus, CIIA), Hayunoi
KOH(EepeHIMH C MEXIYHApOJHbIM YYacTHEM M IIKOJE MOJOABIX YYEHBIX
«CUrHaJIbHBIE CHCTEMBl PACTEHUH: OT pelentopa 10 OTBETHOW pEeaKIUH
opranm3ma» (2016 1., Cankt-IlerepOypr), IV Poccuiickom cummnosuyme c
MEXKIyHAPOIHbIM ydacTHeM «DUTOMMMYHHUTET W KJIETOYHAsl CUTHAIMA3ALUSA Y
pactenui» (2016 r., Kazans), 4-m MexxayHapoJHOM CUMITO3UYME IO CUTHAJIUHTY U
noBegeHuto pacteHuit (2016 r., Canxt-IlerepOypr), 20-M MexXAyHAPOIHOM
KoHrpecce 1o aszotdukcaruu (2017 1., I'panama, Vcmanus), Bcepoccuiickoit
HAay4YHOM KOH(EPEHIIMH C MEXAYHapOIHbIM y4yacTheM U Llkose MonoabIx yueHbIX
«MexaHn3Mbl YCTOWYMBOCTH PACTEHUH U MUKPOOPTaHU3MOB K HEOJIaronpusiTHbIM
ycnoBusim cpensy (2018 1., Upkytck), 13-t EBpomneiickoit koHbepeHIMU TI0
azot¢ukcaryu (2018 r., CrokroasM, llIBenus), Mexaynapoanom konrpecce «VII

che3l BaBUIIOBCKOro 00IIIeCTBa TEHETHKOB M CEIICKIIMOHEPOB, MOCBsIeHHbIN 100-
11



netuto kadeapsl renetuku CIIOIY, u accouunpoBadHbie cuMno3uyMe» (2019 1.,
Cankr-IletepOypr).

Jlannast pabora Obuta uaancoBo mozaaepkana I[IpaButenbctBom CaHKT-
[Terepbypra (rpantom 2014 roma st CTYJIEHTOB BY30B, PACIOJOKEHHBIX Ha
tepputropun Cankr-IleTepOypra, aciupaHTOB By30B, OTPACIIEBBIX U aKaIEMHUYECKUX
WHCTUTYTOB, PAacCMOJIOKEHHBIX Ha TEPPUTOPUH Canxkr-IletepOypra),
MunucrepctBoM o0pazoBanusi U Hayku (['ocymapctBeHHble KOHTpakThl NoNe
IT1301, Ne 16.552.11.7085, Ne 14.607.21.0178, cornamenus 8056, 8109), rpantom
[Ipesunenta PO (HII-337.2012.4), Poccuiickum ¢oHgoM (QyHIaMEeHTaIbHBIX
uccienoBanuii (14-04-00383), Poccuiickum Hayunbim donaom (14-24-00135, 17-
76-30016).

Iy6oaukanuu

[To maTepuanam quccepranuu omyoaukoBaHo 19 pabot, B Tom uucie 4 ctatbu
U3 CIHUCKa, peKOMEeH10BaHHOTO BAK, KOTOpBIE€ BKIIOUEHBI B MEXyHAPOIHYIO 0a3y
Scopus.

Crpykrypa u 00beM padoThI

Huccepranmsi COCTOMT U3 BBEIEHHUSA, 0030pa JUTEPATYphl, OINUCAHUS
O00OBEKTOB U METOJIOB MCCIEAOBaHUS, PE3yJIbTaTOB IKCIIEPUMEHTAIBHOM PabOThI U
UX 00CYXJI€HHUS], 3aKIIFOUEHHUS, BBIBOJOB, CIIMCKA LIUTUPYEMOM JTUTEPATYPhl U
npwioxeHus. Jluccepramus uzinoxkena Ha 160 ctpanuiax, coaepkut 6 tTadmu, 23
pucynka. Cniucok JuTepaTypsl BKiItodaeT 337 HAaMMEeHOBaHUM, U3 HUX 329 — Ha
WHOCTPAHHOM SI3BIKE.
baaromapuocTu

ABTOp BBIpa)KaeT NPHU3HATEIBHOCTh U OJaroJapHOCTh CBOEMY HAyYHOMY
pykoBoautento Buktopy EBrenbeBuuy LlpiraHoBy 3a oOcykIeHUE pe3ybTaToB,
KOHCTPYKTHUBHYIO KPUTHUKY JIaHHOTO HCCJEIOBaHMs, 3a IPEIOCTaBICHUE
MHTEPECHOW TeMbl AMCCEepTalMd U oOecleueHrue YCIOBUW MJisi €€ BBIMOJHEHUS.
ABTOp BbIpakaeT 0JIarOJIapHOCTh CBOMM KOJIJIETaM, COTPYJHHUKAM JlabopaTopuu
MOJIeKyJIApHOMT ©  kjetouyHodl Oumonornn @OI'BHY BHUHMCXM  Kupumny

HuxonaeBuuy J[lemuenko, AnHHe BuktopoBHe IlpiranoBoii, Anne KuraeBoi,
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Tarbsine Cepooii, [leTpy Kycakuny u Apremuio ['opiikoBy, a Takke COTPYHUKAM
npyrux nadoparopuit ®I'BHY BHUNUCXM Omnbre Kynaesoit, Upune Jlenmnsinew,
Anne KupreHko 3a moMoris B pabodem mporiecce U IpyKecKyro atMmochepy. ABTOp
IpU3HATENIbHA COTPYAHUKAM LIEHTpa KOJUIEKTUBHOIO Imojb30oBaHus OI'BHY
BHUNUCXM wu Aunekcanapy I['eoprueBudy IlnHaeBy, a Takxke COTpYAHHKaM
HULDb PAH Sne Bnagumuposuae Pycckux u Exarepune Hukomaesne YepHoBoit
3a MOMOIIb B MPOBEACHUM aHAJIM30B B paMKaxX JaHHOW paboThl. ABTOP BbIpa)KaeT
onaronapHoctb Enene AHaronbeBHE J[oNrmx 3a KOHCTPYKTUBHBIE 3aMEYaHHsS K
IIPOBEAECHHOMY UCCIICJOBAHUIO Y TEKCTY TUCCEPTALIUHU.

ABTOp HCKpeHHE OnarojapHa CBOMM poauteiasiMm Mapune ['eHHagbeBHE U
Annpero BanentunoBnuy MBanoBbIM, cectpe Onbre AnapeeBHe llepeBanmoBoi, a
Takke Anekcero CepreeBuuy JIMUTpHEBY 3a Oe€3rpaHHYHYIO JIFOOOBb, 3a00Ty U
NOAJIEP)KKY. ABTOpP HMCKpEHHE OJilarojlapHa CBOUM JAPY3bsiIM 3a MOAJEpKAHUE

00€BOT0 JyXa MpHU CO3/IaHUU TUCCEPTAIUU.
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I'naBa 1. O630p auTEpaTypbI

1.1. Pa3BuTHe CHMOMOTHYECKOTI0 KJIy0eHbKA

Crerdrika CHMOMOTHYECKUX OTHOIICHHI 3aKITI0YAETCSl B BOSHUKHOBCHHH Y
OpPTraHW3MOB HOBBIX IPU3HAKOB, OTCYTCTBYIOIIMX B CBOOOTHOKUBYIIIEM COCTOSTHUU
U 00ecleynBaloONMX YBEIUYCHUE aJalTUBHOTO IMOTEHIIMada mapTHepoB. B
YCIIOBHUSAX a30THOTO TOJIOIaHUS pacTeHUS U3 ceMelicTBa 06000BbIe (Fabaceae) moryt
BCTYMAaTh BO B3aUMOJICHCTBUE C MOYBCHHBIMHU OAKTEPUSIMH, PU3OOHSIMH, UYTO BEACT
K (OPMHUPOBAHUIO HOBBIX KOPHEBBIX OPraHOB — KIyOeHbKOB. CrMOn03 0000BBIX
pacTeHui ¢ pu300usIMU — 0JIHA U3 HanboJee 3PHEeKTUBHBIX CUCTEM OHMOJIOTMYECKOM
a30T(UKcaluy, 4YTO OIOCPEIOBAHHO CIOKHOW CTPYKTYpol  KiyOE€HBKOB,
00pa3yIOIUXCs B pe3yIbTaTe pean3aliy NapTHEPaMH CreUPUIECKIX MTPOrpaMM
pa3ButHs. Kimybenbku 0000BBIX pacTeHHI 00ECTIIEUMBAIOT AIKOJOTHYECKYIO HUILY
JUIS  pa3MEIICHHs] PU300MiA, CTPYKTYpHYIO OCHOBY HJsi OOMEHa TMapTHEPOB
MeTaboMuTaMu, a TaKXkKe i1 KOHTPOJIA HaJ YUCICHHOCTHIO M (DHU3HOJIOTHYECKON
aKTUBHOCTBIO OaKTepHii. PU3001H OTHOCSATCS K KJlaccaM o- B- U y-TIpOTeo0aKTepruii
(Berrada, Fikri-Benbrahim, 2014). OcnoBoii mis1  (QYHKIMOHUPOBAHUS
a30T(UKCUPYIOIIUX CUMOMO30B SIBIISIOTCS UMEIOIIHUECS Y MUKPOOHBIX MapTHEPOB
T'eHbI, KOHTpOJUpYyomue cuHTe3 U cekperuto Nod-dakropor (Downie, 1998);
HeoOxomumble Ut cuHTe3a (epmenra HutporeHassl (Kaminski et al., 1998);

onpenensonme (GyHKIMOHUPOBAaHHUE OaKTepHii B CHUMOMOTHYECKOM COCTOSHUU

(Fischer, 1994; van Rhijn, Vanderleyden, 1995).

1.1.1. CurnaabHbli MyTh, 3anyckaeMblii Nod-paxkTopamn
Cum6m03 0000BOTO pacTeHHUs] U PU300MNA HAUYMHACTCS C CUTHAJIBHOTO
Maora, KOTOPbIM HMHUIMHUPYETCS BEIIECTBAMM, BBIIEISIEMBIMU  KOPHAMHU
pactenmii. K oaTmM BemectBaM oTHocsaTcs QuaBonouasl  (Cooper, 2004),
B3aMMOJICHCTBYIOIINE C OaKTepUAbHBIM peryssropoM TpaHckpumimu — NodD,
KOTOPBIN aKTUBUPYET IKCIpeccrio NOd reHOB, BHI3bIBAst TEM CAMBIM 00pa30BaHKE U
Beiienienne Nod-gakropos (D’Haeze, Holsters, 2002). T'en nodD, B otiuuue ot

Apyrux NOd reHoB, xapakTepu3yercsl KOHCTUTYTHBHOH skcrnpeccueit (Schultze,
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Kondorosi, 1998). BzaumoneiictBue 6eska NodD ¢ ¢raBoHonzamu onpezeeHHoH
CTPYKTYpHI siBIsieTcs cneruduunbiM. Tak, y R. leguminosarum bv. viciae NodD
B3aMMOJICHCTBYET C HAPMHTEHUHOM U allureHuHOM, a y Sinorhizobium meliloti — ¢
JIOTCOJUHOM U KBepHHMTHHOM, a y Bradyrhizobium japonicum — ¢ uzodaaBonamu
rearcTerHoM u naipzennom (Firmin et al., 1986). Nod-dakropsi, mpousBoaumbie
pU300UsSIMU, TIPEACTABISAIOT cO0O0M numnoxuroonurocaxapuinl (3-6 ocrarkoB N-
anetwi-D-rioko3amMuHa), KOTOpble HECYT Ha HEBOCCTAHABIIMBAIOIIEM KOHIIE
BBICOKOMOJIEKYJISIPHYIO >KHPHYIO0 KUCIHOTY (C16-Coo) M psill paiMKalIOB — aleTu,
cyibdar, kapOamomn, (ykKo3wsi — B pa3HbIX MO3UIMSAX YIJIEBOJHOTO CKeJeTa
(OBupiHa, TuxonoBuu, 2004). Xapaktep TakuxX MOJU(PHUKAIMA BaXXeH IS
ONpENENECHUS XO3UCKOW CHenu(UIHOCTH U OINPENENSIET CIOCOOHOCTh PU300UI
dbopMHpoBaTh KIIyOCHBKU Ha KOPHSIX OIpPEIEICHHBIX 0000BBIX paCTEHUH.
Bocnpustne  NOd-akTOpoB  OCYIIECTBIIICTCS  PACIOJIOKCHHBIMH B
AMUACPMAIBHBIX ~ KJIETKaX pacTeHWHd TPAaHCMEMOpPAHHBIMH  CEPHH/TPEOHUH
peLenTop—II0I00HBIMA KHHA3aMH C Tpems JM3MHOBBIM MoTtuBamu (LYSM) Bo
BHeKIIeTouHBIX JoMeHax (Radutoiu et al., 2003). ¥V Lotus japonicus (L.) K. Larsen
perenitop coctouT M3 aByx OenkoB: Nod factor receptor 1 (NFR1), umeromiero
AKTUBHBIA BHYTPHUKJIETOUHBbIM KuHa3HbIA JomeH, U NFR5 ¢ HeakTuBHBIM
BHYTPHUKJIETOYHBIM KHHA3HBIM JTOMEHOM, HECTIOCOOHBIM K
aBTodochopumrposanuto (Madsen et al., 2003; Arrighi et al., 2006; Madsen et al.,
2011). O0Ga Gernka, MO-BUANMOMY, HEOOXOIUMBI ISl pacliO3HABAHUS JIMTaHa, HO
nepeada CUTHaJI0B MOXKET MPOUCXOAUTH TOJIBKO Yepe3 OEJIOK ¢ aKTUBHOW KWHA30M.
Y M. truncatula perentop-momo0Hbie kuHa3bl kKomupyrorcs reHamu Nod factor
perception (MtNFP) (Amor et al., 2003) u LysM domain-containing receptor-like
kinase (MtLYK3) (Limpens et al., 2003). Opronoramu 3TUX reHoB y P. sativum
sBistores rersl PsSym10 (Arrighi et al., 2006) u PsSym37 (Zhukov et al., 2008).
[Ipenmonaraercs, 4To HaHHBIE KHHA3HI (HOPMUPYIOT T€TEPOIUMEPHBIC PELIETITOPHBIC
xomruiekcesl: LINFR1 u LJNFR5 y L. japonicus, MINFP u MtLYK3 y M. truncatula,
PsSym10 u PsSym37 y P. sativum (Zhukov et al., 2008; Oldroyd, 2013). Caenyet

OTMETHTH, uT0 y M. truncatula mis nposiienus panaux oreetoB Ha NOd-(hakTopsr
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U JUUIs pa3BUTHUS MH(EKIIMK HEoOX0auMa pelenius Pa3indHbIX KoMnoHeHToB Nod-
daxTopa. beino npeanonoxkeno, uro komriekc MINFP u MtLY K3 ucnonnasier poib
penenrropa «nponukaoBeHus» (Morieri et al., 2013). [Tockomeky MtNFP sBiseTcs
HEaKTUBHOM KWHA30H, TO BO3MOXXHO CYIIECTBOBAaHHE HE BBIABICHHOTO CIIe
peuenTtopa, 00benuHASICh ¢ KOTOpbIM MENFP BBINOJIHAET CUTHAIBHYIO (PYHKIUIO
(Fliegmann, Bono, 2015). B cimyuae P. sativum BeposTHO, YTO peHenToOpOM
«IPOHUKHOBEHHUsD» ABIIseTCsA Komruieke PsSym10 u PsSym37 (Zhukov et al., 2008),
B TO BpeMsl KaK CUTHaJIbHYIO (DYHKITUIO BBITIONHSAET KoMIuiekc PSSym10 ¢ penentop-
noxoonoi kunazoi PSK1 (Zhukov et al., 2008; Kirienko et al., 2018).

Pannue orBethl pacteHus Ha NOJ-¢pakTOphl CBSI3aHBI C ONPEACICHHBIMH
(U3HOIOTHYECKAMH PEakIUsIMA B YYBCTBHTCIBHBIX KOPHEBBIX BOJIOCKaxX. B
TEUYEeHUE MUHYTHI TIOciIe B3aumoieiicTBus ¢ NOd-¢pakTopamMu B KOHYMKAX KOPHEBBIX
BOJIOCKOB YBEJIMYMBAETCS KOHIEHTpanus MoHOB Ca?* M CHMKAIOTCS KOHIIEHTPAIH
Cl u K*, gto cBs13ano ¢ nenonspu3samucii MmemOpansl (Felle et al., 1998). Crycrsa 10-
15 MUH B KJIETKaxX KOPHEBBIX BOJIOCKOB BO3HUKAET JIPYTOM OTBET, 3aKIFOUAONIUACS
B KojeOaHuax koHueHTpamuu Ca?* B nmromnasme Bokpyr sapa (Ehrhardt et al.,
1996; Wais et al., 2000; Walker et al., 2000) u B camom simpe (Sieberer et al., 2009),
YTO MPUBOJWUT K WHAYKIIMH SKCIPECCHU T'SHOB, CHEHU(DHUHBIX ISl CHMOHMO3a
(Zipfel, Oldroyd, 2017). B perynsamuio Ca?" ocumuianuii BOBJIEYEH MEBAJIOHAT,
SBJISIOIIMNCA BTOpUYHBIM MecceHmkepom (Venkateshwaran et al., 2015) wu
CHUHTE3UpPYEeMbI PepMEeHTOM 3-THUAPOKCU-3-TIIyTapui KodpepMmeHT A penykrazoit 1
(Kevei et al., 2007). ®epMeHT aKTUBUPYETCS MPHU B3aMMOJCHCTBHH C PEIEHTOP-
o 100HON KMHA30# ¢ jeruH-0oraTeiMu ioBTopamu LRR (ot anri. Leucine—Rich
Repeat). Orta kunaza ¢ynkmuonupyer nocie MtNFP u MILYK3 u xomupyercs
rernamu Does not make infection 2 (MtDMI2) y M. truncatula (Endre et al., 2002) u
Symbiosis receptor-like kinase (LjSYMRK) y L. japonicus (Stracke et al., 2002). ¥
P. sativum optosiorom 3tux reroB siBisiercs ren PsSym19 (Schneider et al., 1999;
Stracke et al., 2002). PacrionoxeHHbIi Ha BHEIIHEH AAepHON MeMOpaHe KaJlneBbIi
kanan MtIDMI1 (Ané et al., 2004; Riely et al., 2007), xonupyemsiii y P. sativum

optonoruyrbiM Tenom PsSym8 (Edwards et al., 2007) u nByms optonoramu y L.
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japonicus: LJCASTOR u LjPOLLUX (Charpentier et al., 2008) B3aumoaelicTByeT ¢
kanpiueBeiMu Kanamamu MECNGC15a,b,c (Cyclic nucleotide — gated channel),
BBI3BIBAA BeIxo# Ca?* B HyKIeomnasMy M HEPUHYKIEAPHYIO HMTOILIA3MY
(Charpentier et al., 2016). ¥ M. truncatula taxxe Obuta naeHTHduUIEpoBaHa ATd-
perymupyemas Kanbuuebas nommna MCAS, obecneunBaromas nocrymienne Ca’*
obpatHo B nipocBet DIIP u snepHoit o6osouku (Capoen et al., 2011). Kpome Toro,
BaXHas POJb B TEHEpAIMM KAaJbIIMEBBIX OCIMUIIAIMN Oblla TMOKa3aHa s
HykieornopuHoB (Downie, 2014).

[TepBrie MOpdoorHYecKre N3MEHEHHS TPOUCXOIAT IPUMEPHO Yepes | yac
nocie B3aumojeictBus ¢ Nod-akropamMu W 3aKiIOYarOTCS B OCTAHOBKE POCTa
KOHYMKa KOPHEBOTO BOJIOCKA, €ro HaOyXaHuW u Jedopmanuu. PeopraHuzarivis
AKTUHOBOTO M TYOYJIMHOBOTO IIMTOCKENIETa MOXKET H3MCHSITHh HalpaBICHHUEC
JIBY)KCHUST BE3UKYJ B CTOPOHY OT IIEHTPA alMKaJIbHOW YaCTH KOPHEBOTO BOJIOCKA,
TEM caMbIM H3MeHss HanpasiieHue pocta (Voigt et al., 2005; Timmers et al., 2007).
Y M. truncatula 6su1 BeisBIeH TeH MtDMI3, MyTaiuu mo KOTopoMy HPUBOJAT K
HECIIOCOOHOCTH KOPHEBBIX BOJIOCKOB K ckpyuuBanuto (Catoira et al., 2000), ograko
B TaKMX BoOJIOCKax coxpaHstorca Ca’* ocrmmmamum (Walker et al., 2000). T'en
MtDMI3 u ren PsSym9 (Walker et al., 2000) sBistOTCS OpPTOJIOTMYHBIMUA |
KOJUPYIOT KalbIMH W KalbMOIyJIHH-3aBHcuMyt0 mpotenHknHasy (CCaMK).
CCaMK wmoxeT Hampsamyro B3aumoneictsoBath ¢ Ca’*, uro npuBOAMT K
aBTO(DOCPOpUIMPOBAHUIO, CBSI3BIBAHUIO C KAJIbMOYJIMHOM U (POoChHOPUITUPOBAHUIO
cybcrpata (Lévy et al., 2004). B orcyrctBun Ca?* CCaMK ocraercs
aBTonHruOupoBanHoil. CyocTparom, kotopsii pochopunupyer CCaMK sBnsercs
tpanckpunuuonneii ¢akrop LJCYCLOPS y L. japonicus, MtIPD3 (Interacting
protein with DMI3) y M. truncatula u PsSym33 y P. sativum. LjCYCLOPS
CBSI3BIBACTCSL C MPOMOTOPOM M MHAyIHpyeT 3kcrnpeccuro reHa Nodule Inception
(LjNIN) (Singh et al., 2014), TpaHCcKpUIIIHOHHOTO (haKTOpa, KOTOPHIH, B CBOIO
o4epe.b, HTPacT BEAYIIYIO POJib, KaK B Pa3BUTHU MH(EKIINHU, TaK U B OPTAaHOTCHE3E
kinyoenbka (Marsh et al., 2007), koopauHUPYsT IPOTPaMMBI B PA3JIMYHBIX TKAHSIX

xopus (Vernié et al., 2015). NIN rtaxxke aktuBupyeT skcmpeccuio rena Nuclear
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Factor-YA1 (NF-YAL), xoaupyoliero Apyroi TpaHCKpUIIMOHHBINA (akTop (Singh
et al., 2014). CYCLOPS mosxer paboTaTh B KOMILICKCE, B COCTAaB KOTOPOI'O BXOJIST
IPEICTABUTESIIA TPAHCKPHUITIHOHHBIX (akTopoB cemeiictBa GRAS (NSP1, NSP2
(Nodulation signaling pathway 1, 2) u DELLA), HeoOXoquMoM Ijis SKCIPECCHH
cumbnoTnueckux reroB (Zipfel, Oldroyd, 2017). Takum oOpa3om, CHUTHaJIbHBIN
Kackam, 3amyckaeMblii NoOd-pakTtopamMu, TPHBOAUT K peald3aldd  JIBYX
TCHETUYCCKUX TOAMPOTPaMM Pa3BUTHsI KIyOeHbKa: WH(MEKIIMH W OpraHoreHe3a
(Guinel, Geil, 2002; Tsyganov et al., 2002) (Pucynox 1).

PasButne @ w  (QyHKIMOHUpOBAHWE  CHUMOMOTHYECKOTO  KITyOCHBKa
COIIPOBOXTACTCS FKCIIPECCHEN TCHOB PAaHHHUX U MO3IHUX HOAYJIMHOB, CIICIIU(UIHO
cUHTe3upylonmmxcs B kiyoenpkax (Verma et al., 1992). Pannume HOIYJIUHBI
y4acTBYIOT B pa3BUTHH KIyOeHbKA, a aKTHBAIMs KOJUPYIONIMX HUX TCHOB
OCYIIECTBISICTCS B TEUCHHE YacOB WM JHEW TMOCie WHOKYJSIIUH PU300USIMHU.
Hanpumep, Obu10 TTOKa3aHo, uro y M. truncatula MtNSP1 u MtNSP2 gopmupyior
KOMIUTEKC, KOTOPBI aCCOIIMUPOBAH C TIPOMOTOPAMHU T€HOB paHHUX HOIYJIMHOB (B
gactHocTH, ¢ reHoM Early nodulin 11 (MtENOD11) (Hirsch et al., 2009). I'ensr
MIO3IHUX HOJTyJIMHOB aKTUBUPYIOTCS B IMEPUOJT (PUKCAIIMH a30Ta, KOTa TOSBIISETCS
HEOOXOAMMOCTh B (epMEHTax YIJIEpOAHOr0O M a30THOrO MeTaboiu3Ma M

CTPYKTYPHBIX KOMIIOHCHTAX.
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Pucynok 1. — CurnajabHbli Kackaj, akruBupyemblii Nod-gakropamu

@D1aBOHOUbI, CUHTE3UPYIOIIHUECS PACTEHHEM B YCJIOBHSIX HENOCTaTKa a3oTa B
nousBe (1), 3amyckaror BbIpaOOTKYy OakrepuanbHbix NOd-hakTopoB (2), KOTOpBIC
BMECTE C JPYTUMU CUTHAJIaMHU BOCIIPUHUMAIOTCS PELieNTOpaMH Ha MIa3MaTHYECKON
MeMOpaHe SMUIEepPMAIbHBIX KJIETOK pacTeHus (3). DTo 3amyckaer OMOXUMUYECKUE
u  (Qusnonoruyeckue peakuu (4-6), KOTOpble MNPUBOIAT K H3MEHEHUSM B
skcripeccuu sinepHbix TeHoB (7). [logpoOHoe omrcaHue CUTHAJIBHBIX MyTeH W MX
KOMITOHEHTOB J1aHO B ocHOBHOM Tekcte (Roy et al., 2020).

1.1.2. ®opmupoBanme U poctT MHPEKIHMOHHOH HUTH
[Tocne mpukperuieHus pu3o0ui K KOPHEBOMY BOJIOCKY HAYMHACTCS €ro
ckpyuuBaHue. MHPeKMoHHBIM KapMaH (Kamepa), 0Opa30BaHHBIM CKPYyUYCHHBIM
BOJIOCKOM, B KOTOpPOM OakTepusi IenuTcs W 00pa3yeT MUKPOKOJIOHHIO, 3aTeM
npeoOpasyercs B roOysapHbiii kommapT™menT (Fournier et al., 2015) npu ydactuu
Oenmka — wmapkepa sk3ommro3a Vesicle—Associated Membrabe Protein 721e

(MtVAMP721e) u cekperoprnoro Oenka MtENODI11 y M. truncatula. Taxum
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o0pa3om, OaKTepHH MPOJIBUTAIOTCS BIITyOh KOPHEBOTO BOJIOCKA 32 CUET KOHIIEBOTO
pocTta 3TOr0 KOMIIAPTMEHTa, (OPMHUPYIOMIETO B UTOre HH(EKIMOHHYIO HUTh.
Onnaxko, mis 3Toro Heodxoauma akTuBHOCTE reHa MtNIN.

Poct wHpEKIMOHHONW HHUTH SBJSIETCS  aNUKadbHBIM H  CBS3aH C
PECTPYKTypHU3aIllUeH IUTOCKENIETa PACTUTEIBHOW KIIETKA U JIBIDKEHHEM sapa OT
MeCTa CKpPYYHBaHHUs KOPHEBOTO BOJIOCKa K ero ocHoBanmto (Timmers, 2008). C
MOMOIIBIO CETH SHAOIIA3MATHYECKHX MHKPOTPYOOUYEK SIPO CBS3BIBACTCS C
KOHUYMKOM pacTtymied naexronHoi Hutu (Timmers et al., 1999). OueBuaHo, uTo
kak akTuHOBBIH (HOssain et al., 2012), tak u TyOyimHOBBIH nuTockeneT (Kitaeva et
al., 2016) urpart BaxxHyI0 poJib B JOPMHUPOBAHUU M POCTE MH(DEKIIMOHHON HUTH.

WNudexnmonHas HUTh — TyOyJIsipHas CTPYKTYpa, CTEHKH KOTOPOU SIBIISTFOTCS
IPOJIOJDKEHUEM PACTUTENFHONW KIETOYHON CTEHKHM M CXOJHBI C HEHl MO COCTaBy
(Tsyganova et al., 2021).

Y L. japonicus Oem1  unmeHTHduumupoBaH LYK-pementop —
Exopolysaccharide receptor 3 (EPR3), omocpenymoomuii pacrno3HaBaHHE
OaKkTepHaIbHBIX HSK30MOJIMCAXapUIOB B TIpoIlecce pU300MaibHON HH(DEKINU B
KJIETKE KOPHEBOTO BOJIOCKA, YTO HEOOXOIUMO /ISl YCHEIIHOTO pPa3BUTHUSA
undexnnonHor Hutu (Pucynok 1) (Kawaharada et al., 2015). Dx3omonucaxapusi
pU300Mil Takxe, BEpOsITHO, 00ECIIEUUBAIOT JBUKEHUE OAKTEpH B MH(DEKIIMOHHOU
autu (Rathbun et al., 2002). Beuto mpeanoyiokeHo, 4T0 MaTpUKC MHOEKIIMOHHOM
HUTH B IIPOLIECCE KOJOHU3AINH PU300UIMHU TIEPEXOTUT U3 KUAKOTO TesIe00pa3HOTO
COCTOSIHUSI, B KOTOPOM PU300UHU CITOCOOHBI IEPEABUTaTHCS U JIEIIUTHCS, B TBEPIIOE
coctosiiue (Brewin, 2004) B pe3ynbrate aeicTBuUs nepokcuaa Bogopoaa (Hérouart
et al., 2002). A B ciiyuae HedPPEKTUBHON MH(GEKIUU MOBBIIIAIONIUICS YPOBEHB
NIEPOKCHIa BOJIOPOJIa MOKET IPUBOIUTH K AHOMAIIbHOMY OTBEPIEBAHHIO MAaTPHUKCA
u abopranmu uHdekimu (Brewin, 2004).

Jns M. truncatula 6s110 MoKa3aHo y4acTue B MOJIIPHOM POCTe MHPEKITUOHHOM
HUTHU crielUPUIHOTO IJisi cuMOuo3a agantopHoro 6enka pemopuna MISYMREM1
(Symbiotic remorin 1) u nByx dmormmmuaoB (MtFLOT2, MtFLOT4) — Genkos,

00pa3yroIMx MUKPOJIOMEHBI B IJIa3MaTUYECKO MEMOpaHe U B3aUMOI€UCTBYIOIIUX
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¢ peuentopamu MtLYK3, MtNFP u MtDMI2 (Haney, Long, 2010; Lefebvre et al.,
2010). Cnenyer OTMETHTH, YTO B Pa3BUTUH HMH(OEKIMOHHOW HUTH UIPAIOT POJIb
TaK)K€ M PAaCCMOTPEHHBIC BBINIC KOMIIOHEHTHI CUTHAIBHOTO MyTH, aKTUBUPYEMbIC
Nod-daxropamu: LjCYCLOPS, LjNIN, MtNSP1, MtNSP2, MtDELLA, MtNF-
YA1, a takxe E3 yOUKBUTHH JMra3a KOTOpasi UTPaeT poJib HE TOJBKO B MHULUALIUN
U pocte HUHPEKIMOHHOW HHUTH, HO M B KOOPAHMHALMM H3TOTO TMpolecca C
opranorene3oM kiyoenbka (Yano et al., 2009). V L. japonicus ee kogupyeT I'eH
LjCERBERUS, optomorom storo rena y M. truncatula semsercs rem Lumpy
Infections (MtLIN).

1.1.3. Pa3BuTHe KJIy0eHbKA U €ro HHPUUHPOBaAHHE DAKTEPUAMH

[TapannensHo ¢ pa3BuTHEM HWHQPEKIMOHHOW HHUTH, CUTHAJIBHBIA KacKas,
aktuBupyemblii  Nod-¢pakTopamu, TpuUBOAMT K 0O0pa3oBaHHIO KIyOESHHKOBOTO
IPUMOPIUS, YTO AaCCOIMHUPOBAHO C MPOLIECCAMU MHUTOTHYECKOW pPEaKTHBAIIHH,
neauddepeHuupoBKoi U npoaudepanuen KIeToK NepUIMKIa U BHYTPEHHENH KOPBI
B Cllydyae HEACTEPMUHHPOBAHHBIX  KIyOCHbKOB  (T.e.  KIYOEHBKOB C
MPOJOJKATEIBHON AaKTUBHOCTHIO KIIYOEHBKOBOM MEpPUCTEMBI, MOJIPOOHEE CM.
pazmen 1.1.4.) (Timmers et al., 1999). Kierounsie ejeHNs B KOPHE HHIYIIUPYIOTCS
HANpOTUB caiiTa MHPEKIUM W Tepea NpoTokcuieMHbIM moiocoMm (Libbenga,
Harkes, 1973). AkTuBHpoOBaHHBIC KJICTKH KOPHI BHOBb BXOJST B KJICTOUHBIHM ITUKJI,
nokugas craguio GO (Yang et al., 1994), npoucXxoauT akTHBAIMS SKCIIPECCUH reHa
MtCycA2, xonupyrolero UKIMH A-tuna (HeooxoauMmbli 1t nepexona G0/G1-S)
(Roudier et al., 2003), 3atem, 1is nepexonaa B M das3y — nukanHOB B-Tuna, koTopbie
aKTUBHPYIOTCS BO BHYTpPeHHHUX ciosx kopsl (Yang et al., 1994). Ha npumepe M.
truncatula Oputa TOKa3aHa MOCIIEAOBATEIILHOCTh COOBITHH TPU  Pa3BUTHH
KJIyOEHBKOBOTO MPUMOPAMs. S5 CJI0€B KJIETOK KOPbI KOpHS YCJIOBHO OBLIH
o0o3Hauenbl kak C1 — C5, npu aTom C1 siBIsieTcss caMbIM Hapy>KHbIM ciioeM, a C5 —
BHYTPEHHUM, MpUJEralomeM K nepuuukiy. [locie aHTUKIMHANBHBIX JEJICHUN B

MNCPHUIHKIIC TaKHUC ACJICHUA HAYHNHAIOT IIPOUCXOAUTDL B IMPUIICKAIUX CJIO0AX KOPbI
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C5-C4, 3aTeM OHM CMEHSIIOTCS NEPUKIMHAIBHBIMU, 4 AaHTUKIMHAIbHBIC JCJICHUS
UHAYIHUpYIoTCa yke B cioe C3 u sHmoaepMe. 3areM, MEepUKIUHAIBHBIE JEICHHUS
UHAYLUpyoTca B cioe C3, mepuiukie u SHA0epMe, HEKOTOPbIE aHTHUKIMHAIBHBIC
JeleHust UHIyupytoTces B cioe C2. Takum 00pa3om, TpoU3BOAHbBIE KJIETKU OT CJI0S
C3 dbopmupyroT Oyaylryl0o MHOTOCIOWHYIO mepuctemy, ciou C4/5 dbopmupyror
OKOJIO 8 CJI0€B, MMEPUITUKII U dHA0AepMa — OT 6 10 8 ciioeB. B kiretkax cimoeB C4/C5
IpeKpamiaeTcss MUTOTUYECKas aKTUBHOCTb, OHM YBEIUYHMBAIOTCS B pa3Mepax U B
HUX NMPOHUKaeT WH(EKITMOHHAS HUTh. B TO ke BpeMsi KIIeTKU OyayIeid MeprucTeMbl
ocTaroTcsi HEOObIIOro pazmepa U He uHpumupyrores (Pucynok 2). B paszputun
KITyOCHBKOBBIX MEPHUCTEM Y4YaCTBYIOT TEHbI, KOJIUPYIOIIME TPAHCKPUIIIMOHHBIC
daxrtopsr cemerictB WUSCHEL-related homeobox (WOX), KNOTTED1-related
homeobox (KNOX) u PLETHORA (PLT) u wurparomue BaXHYI pOjb B
dyHKIIMOHMpOBaHUU MepucTeM oderos u kopHs (Osipova et al., 2012; Azarakhsh
et al.,, 2015; Franssen et al., 2015). Jlna M. truncatula taxke ObLIO MOKa3aHO
y4acTHe B Pa3BUTUU KITyOCHHKOBOI MEPUCTEMBI TPAHCKPUIIIIUOHHOTO (pakTopa NF-
YAL (Xiao et al., 2014).

Y M. truncatula Beixoa OakTepuii B KJIETKH, MPOU3BOAHBIC OT cioeB C4/C5,
HaOmonaercst crnyctss 80 4acoB mociie MHOKYJSIUU. WHQUIMpOBaHHbBIE KIETKU
YBEIMYUBAIOTCS B pazMepax u (GopMHUPYIOT 8 CI0eB KIETOK B OCHOBAHUH 3PEJIOTO
kiyoenpka (Xiao et al.,, 2014). BricBoOOXKIcHHME pH300HMH B LUTOILIA3MY
PaCTUTEIBHOW KIJIETKH TPOUCXOJUT Yepe3 WH(PEKIIMOHHBIC KaIlId — BBIPOCTHI
WHOEKITMOHHONW HUTH, OKPYKEHHBIC MJIa3MaTHYECKON MEeMOpPaHOW, HO JIUIIICHHbBIE
kierouHoi crenku (Brewin, 2004). OHu comepx’aT MaTpUKC, KOTOPBINA MO COCTaBY
cxolleH ¢ MaTpukcoMm uHGekiuonHoi HutH (TSyganova et al., 2021). Beuio
MOKa3aHO ydYacTHe B KOHTposie QopMupoBaHuss U  GyHKIIMOHUPOBAHUS
WHQPEKIMOHHBIX Kalellb Takux reHoB, kak MtSYMREM1, MtEFD (y P. sativum
optojorom siBisiercs ren Pssym40 (Tsyganov, Tsyganova, 2020), MtNip (Numerous
infections and polyphenolics), u rema LjNupl33 (Nucleoporin 133), a Takxe
3JIEMEHTOB Be3UKYJIsipHOro Tpancnopta: 6enkoB SNARE (ot anri. SNAP Receptor)

u cunantorarmuHoB (Catalano et al., 2007; Gavrin et al., 2017).
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PucyHnok 2. — Pa3Burtne kiyoeHbkoBoro mpumopaus y M. truncatula

(A, b, B) craguu |, I, 11l. AnTuknunansabie neneHus 06o3HadeHsl ctpenkamu. (1))
craaus |V. IlepukinnHanbHble neneHns yka3zansl ctpenkamu. ([) cragus V. Knerku,
npousBogHsie oT C3 cmos (QopMHPYIOT MHOTOKIETOYHBIE clon (yKa3aHbl
ctpenkoii), cmon C4/C5 dhopMupyroT 8 cClI0eB KIETOK, MEPUIIUKIT U SHI0JIepMa
Y4acTBYIOT B (POPMHUPOBAHUU IPUMEPHO 6 CIIOEB KJIETOK B OCHOBAHUU MPUMOPIUS,
ciou C2 u Cl Heckonbko pa3 nenstcs aHTukiauHanbHO. (/) cramus VI. Ha
nepupepun KiIyOeHbKa (OPMHUPYIOTCA MPOBOASIIME TYYKH, W HAYMHAET
¢byHkunoHupoBath MepucteMa. C 3TOro MOMEHTa MNPUMOPAMN CTAHOBUTCSA
kiyoenbkoM. Ha B—/J] kpacHasg nauHust 0003HayaeT rpaHUIly MEXIy KIETKaMH,
npoucxoasimumu ot cioe C3, C4/5 u sunoaepmsl. ep — snuaepma, Cl — nepBbiid
cioii kopbl, C2 — BTOpOI ciioit kopel, C3 — TpeTuit cioii kopbl, C4 — ueTBepTHIi Ciion
kopel, C5 — maThIil cioit kopsel, ed — 3HI0AEpMa, PC — mepunmKiI. MacirabHas
muHelka = 75 MxMm. bosnee moapoOHOe onrcaHue CTaauii JaHO B OCHOBHOM TEKCTE
(Xiao et al., 2014).

BricBoOoauBIIMecs 13 MHGEKIMOHHONW Kalllld B PACTUTENBHYIO KIETKY
pPU300MHM OKa3bIBAIOTCA OTACIECHHBIMHU OT IIUTOIUIA3Mbl MEMOpaHOW, Ha3bIBAeMOM
CUMOMOCOMHOM  WJIM  NepuOakTepouaHod, u  auddepeHuupyrorcs B
crenyaiu3upoBaHHyio  (¢opMmy — Oakrtepouabl. bakrepoua, OKpyKEHHBIH

CUMOMOCOMHOM MeMOpaHOM, Ha3bIBA€TCSI CUMOHMOCOMOM, KOTOpas W SBJISIETCS
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OCHOBHOI a3oTdukcupyromiei enuauneii (Tsyganova et al., 2018). Takum o6pazom,
pU300uU CTaHOBSTCS dHA0CUMOOHTaMU. CuMOMOCOMHasi MeMOpaHa peTepIieBacT
JIeJIeHUs CHHXPOHHO C OakTeponiaMu, KOTOpBIE OKa3bIBAIOTCS
WHKAMCYJUPOBAHHBIMUA IO OJHOMY B HEJIETEPMUHUPOBAHHBIX KIyOCHbKax. Y
0000BBIX pacTeHHMIA, TAKUX Kak L. japonicus, 6akTepouIbl COMOCTABUMBI 110 pa3Mepy
cO CBOOOTHOKUBYIITUMHU OAKTEPHUSIMH, COXPAHSIIOT pa3Mep reHoMa B CIIOCOOHOCTH K
nenenuto (Mergaert et al., 2006). V P. sativum, M. truncatula u apyrux 6000BbIX
pacrernii w3 kiagel IRLC (ot anrm Inverted Repeat-Lacking Clade),
muddepeHnupoBka  OAKTEPOUZIOB  COIMPOBOXKIAETCS  MOP(HOIOTrHYECKUMU
W3MEHEHUSIMU U aMIUTMUKAIel TeHOMa, YTO BeleT K HEOOpaTUMOW MOoTepe UX
CIIOCOOHOCTH K JeNeHUsIM. TeM He MeHee, 3TOT IMPOIecC HOCUT MOCTETICHHBIN
XapaKTep M 3aBUCUT OT CTEMEHU Pa3BUTHUSI CUMOMO03a, KaK 3TO OBbLIO MOKa3aHO JJIs
P. sativum ¢ ucronp30BaHUEM CEPHH MYTAaHTOB, OJIOKHUPOBAHHBIX Ha Pa3IMYHBIX
CTaJIUSAX Pa3BUTHI CUMOMOTHYCCKUX KiyOeHbKoB (Tsyganov et al., 2003).
HeobOpatumast nuddepeHmpoBka 0akTeponI0B OMOCPEAYyeTCsl TeHCTBUEM
cnenupUYHBIX IS KITyOEHBKOB O0oraThix HucTenHoM nentu1oB (NCR nentuios, ot
anrin. Nodule-Specific Cysteine Rich) (Van de Velde et al., 2010). NCR nenTusi
UMEIOT CXOJACTBO C AHTUMUKPOOHBIMU TenTuaaMu, 3PHEeKTopamMu BPOKIECHHOTO
UMMYHUTETa KaK y pacTeHuil, Tak u y xuBoTHbIX (Mergaert et al., 2003). Yactp
NCR nenTumoB nposiBisieT CTPOTyI0 aHTUMUKPOOHYIO aKTUBHOCTb, KaK HaIllpuMmep,
NCR247, narubupyromuii OnocuHTe3 Oenka u AeneHne 6akTeponoB. OH TaKxKe
aAKTUBHPYET IKCIIPECCUIO ACCOIMUPOBAHHOTO CO cTpeccoMm curma-pakropa RPOH1
U B3aUMOJIEHCTBYeT ¢ OakrepuanbHbiM 1manepoHom  GroEL. NCR247
B3aUMOJICHCTBYeT ¢ OaktepuanbHoli ATd-cuHTazoi u QepmMeHTaMu IUKIIA
TPUKapOOHOBBIX KHCIIOT, a TakKe ¢ HUTporeHasHsiM komriuiekcom (Farkas et al.,
2014; Penterman et al., 2014). JIpyrue NCR nentuapl BOBJICUCHBI HE TOJBKO B
mudpepeHIUPOBKY O0aKTEpOUIOB, HO TaKKe HEOOXOMWMBI JUISI WX BBIKHBAHUS
BHYTpH pactutenbhbix kierok (Kim et al., 2015; Horvath et al.,, 2015). B
pasau4YHbBIX 30Hax KiyOeHbka M. truncatula B 3aBHCHMOCTH OT CTaiWK pa3BUTHS

OakTepou0B dKcrpeccupyeTcs pasnuunbiii Habop NCR nentumos (Montiel et al.,
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2017). B BbDKMBAaHMHM W HOpPMalbHOH AH(PGEPEHIUPOBKE OAKTEPOUIOB IO
neiicteueM NCR menTumoB y4acTBYIOT KOMIIOHEHTHI KJICTOYHON CTEHKU PU300HA.
Mytanter S. meliloti, nedexkTHpie MO CHHTE3y NMOBEPXHOCTHBIX MOJIUCAXAPUIIOB
(exo0A, exoB, IpsB) xapakTepn30BaaMCh YCHICHHBIM OTBETOM Ha JCHCTBHUEC
pazmuabix NCR mentumoB — yBEIWYCHHEM IPOHUIIAEMOCTH MEMOpaH WM
dbopmupoBanreM pa3ayThix OakTeponaoB (Montiel et al., 2017).

Kpome Toro, y M. truncatula nocraBka pacTHTEIBHBIX MOJIMIICITHIOB K
CUMOMOCOMaM BJIHMSET Ha Tporecce Mu(PepeHIpPOBKH OAKTEPOHIOB, YTO OBLIO
npoaeMoHcTpupoBano Ha mytante Mtdnfl (Defective in nitrogen fixation 1), y
KoToporo ¢opmupyercss JeHeKTHBIH KOMIUICKC CHTHAJIBHOW  TENTHAA3bI,
OTBETCTBCHHOW 3a OTpE3aHUE CUTHAIBHOTO MENTHIAa B SHAOIUIA3MATHYECKOM
perukyiayme (Wang et al., 2010). Bakrepuanbhbiii O0enok BacA, sBisromuiics
KOHCEPBATHBHBIM JIJI1 MHOTHX OaKTepHidi W HEOOXOMUMBIA I TOJICPIKAHUSI
XPOHUYECKMX HWHQPEKIHNHA, BEPOATHO, IPUHUMACT YyYacTHe B HM3MCHCHHSIX
CUMOMOCOMHOI MEMOpAaHBI 3a CUET CIIUSHUS CEKPETOPHBIX BE3UKYJ (COMEpKalIux
NCR nentuzael) ¢ cumMOMOCOMaMU WM MOJAU(PUUUPYET KIETOUHYIO CTEHKY,
U3MeHss 4yBCTBUTENBHOCTD OakTepuit Kk NCR mentunam (Kereszt et al., 2011).

K renam, BOBJICUEHHBIM B KOHTPOJb M MOJJEp)KaHUe cuMmOnocoM y L.
japonicus, otaocstes LjSST1 (Symbiotic sulfate transporter 1) (Krusell et al., 2005),
KOJIUPYIOIIUHA PaCTOIOKEHHBIH Ha CHMOMOCOMHOM MeMOpaHe creru@uIHbIf 1IIs
KI1yOeHbKOB TpaHcmoprep cyibdaroB, u LJSEN1, komupyromuii WHTErpaabHBINA
MEMOpaHHBI OEJIOK, BOBJICUYCHHBIN B TPAHCIIOPT XKejie3a depe3 CUMOMOCOMHYIO
memOpany (Hakoyama et al., 2012). [lns M. truncatula sto reHsl, KOAUPYIOIIHE
0enok noao0HbIH hocharuaumuHozuton Gocdomumnaze C (MIDNF2) (Bourcy et al.,
2013), C2H2 (ot amrm. Cysteine-2/Histidine-2) TpaHCKpHUNIIMOHHBIA (akTop
(Regulator of symbiosome differentiation (MtRSD)) (Sinharoy et al., 2013),
pelenTop-nmoA00HYI0 KHHa3y HE COACPKAIIYI0 aMHHOKHCIOTHOTO OCTaTKa
aprUHUAHA Tepe] acmapTartoM B akTUBHOM IieHTpe (nonRD kwmuaza) (Symbiotic

cysteine rich receptor-like kinase (MtsymCRK)) (Sinharoy et al., 2016),
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HEOXApPaKTEPU30BAHHBIA O€JIOK, JIOKAIM3YIOMIMICS B  3HIOIUIA3MAaTUYECKOM
peruxyiyme (Nodules with activated defense 1 (MtNAD1)) (Wang et al., 2016).

bakTepounpl, OKpy)KEHHbIE CHMOMOCOMHOW MeMOpaHOH, SBISIOTCS
OCHOBHBIMU BHYTPUKJIETOYHBIMHM €IUHUIIAMU cUMOMO3a. B 3penbix OakTepongax
aKTUBHPYETCS ~ CUHTE3 HHUTPOT€HAa3bl, KATAIM3HUPYIOLIEH  BOCCTAHOBJICHHE
MoJiekysipHoro aszora B NH4", a Taxke apyrux ¢pepMeHTOB, 00CITYKUBAIOIIUX Ty
peakuuio. Heo6xonumoe ycioBue HOpMajabHOTO PYHKIIMOHUPOBAHUS OAaKTEPOUIOB
— LEJIOCTHOCTh CUMOMOCOMHON MEMOpaHBI, a €€ JIerpajaluns — OJHO W3 MEPBBIX
NOCIEACTBUM TUCHYHKIIMHN OaKTEPOUIOB.

dopMupoBaHuE CUMOHOCOM COIIPOBOXAAETCS BBIPAKEHHOUN
i PepeHIUpOBKOM W MH(QHUIMPOBAHHBIX pACTUTEIBHBIX KIETOK. B  HHX
BO3pACTaET KOJIMYECTBO MEMOPAHHBIX CTPYKTYP, YUACTBYIOIMIUX B (POPMUPOBAHUU
CUMOMOCOMHON MeMOpaHbl M B OHOCHHTE3€ KJIETOYHBIX OEJIKOB, a TaKxKe
IMPOUCXOJUT TOJUMIUIONIN3AMS M JEKOHAEHCAIUsl XpOMaTHHA, CBS3aHHAs C
yCHJICHHEeM TpaHcKpumiuonHoi aktuBHoctu (Pawlowski, Bisseling, 1996). B
pe3yabTare MPOUCXOMUT CHHTe3 (& NOVO psma OENKoB, B TMEPBYIO OUYEpEIh —
JISTTeMOTJIOONHA U CTIeM(UIHBIX I KITyOeHBKOB M30(hopM (DepMEHTOB a30THOTO
U yriepogHoro oOMeHa (mo3aHuX HomayiauHOB). Y M. truncatula 3a mpomecc
SHIOPEAYIIUKAIIUN PACTUTENBHBIX KJIETOK oTBevaeT 0emok MtCCSS52A, akTuBaTop
KOMILIeKca, ctumysupyromero anadasy (Vinardell et al., 2003).

B ueHtpanpHOM wyacTu KiIyOE€HbKa HEKOTOPbIE KIETKHM OCTaloTCS
HeudunupoBanusiMu  (Brewin, 2004). HewnduimpoBaHHble KJIETKH  HE

YBCINYHUBAIOTCA B o0beMe H, BO3BMOJXHO, UTPAIOT POJIb B TPAHCIIOPTC METa00JIUTOB

(Godiard et al., 2011).

1.1.4. T'ucTosiornyecKkasi OpraHu3amnusi HeJleTePMUHUPOBAHHOIO

KJIyOeHbKa M Ipyrue THIIbI KI1y0eHbKOB
OnucaHHple BBIIIE MPOLECCH 3aBeplIacTcss (HOPMUPOBAHHEM CIIOKHO
YCTPOEHHOTO HEIETEPMUHUPOBAHHOIO KiyOeHbKa. Ero oTnuunTenbHble Npu3HaKu

— CTa0MJIBHOCTh ANMKAJIBLHON MEPUCTEMBI, 00ECIEYNBAIONIECH POCT U MOCTOSIHHOE
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OOHOBJIEHHE a30T(UKCHUPYIOIIEH TKaHW, a TaKKe CBS3aHHAs C JTUM TKaHEBas
nubdepennupoka 1eHTpaidbHoi wactu (Pawlowski, Bisseling, 1996; Guinel,
2009). Kietku, moKuIaronme MepucTeMy, HHQUIUPYIOTCs U AudepeHIupyroTcs,
YTO MPUBOJINT K YBEIIMUCHHUIO UX pa3MepoB. Takue KIeTKH, Hapsiy ¢ OCTaBIIUMUCS
HEMHPUIIMPOBAHHBIMU KJIETKaMU, (OpMUPYIOT 30HY HHPekiuu (30Ha II) (Pucynox
3). 3HaunTENBHYIO YacTh KIIyOeHBKA 3aHUMAaET 30Ha azoTdukcaruu (3oHa III). Ee
3allOJIHAIOT  YBEIWYMBINKECS B  XOJA€  JajbHeWmed  aud@epeHIUpOoBKU
WHQUIMPOBAHHBIE  KJIETKH C  MHOTOYMCICHHBIMH  a30T(OUKCHUPYIOUIMMHU
cCUMOMOCOMaMHU, a TakKe HEeWH(UIIMPOBAHHBIC KIETKH, KOTOPBIC COCTABJISIFOT
npumepro 20% ot obmero uncna kierok (Velazquez et al.,, 1995). ITo mepe
(yHKIMOHUPOBaHUS KIyOeHbKa B €ro 0a3ajbHON YacTW HAYMHAETCS MPOLECC
CTapeHHs KJIETOK, B pe3ysbTaTe uero ¢opmupyercs 3oHa crapeHus (Pucynok 3).
JIs KIIETOK ATOW 30HBI XapaKTepHa JAErpajands IUTOIUIa3MAaTUYECKUX M 3aTeM
cumbnoTuaeckux cTpyktyp (Van de Velde et al., 2006), uto mo3BosisieT pacTeHUAM
MOJHOCTBIO  YTHJIM3UPOBATh MPOAYKTHl  a30T(UKCAMHM, HAKOIUICHHBIE B
Oaktepougax. Ecmu mnpouecc azordukcani HE MPOUCXOIUT BCIE/ICTBUE
OakTepuabHOW WM  PACTUTCILHOW  MyTallid, WJIA  HEOJAronpusITHBIX
(U3MOIOTHYECKUX  YCIIOBUM, OaKTepouabl OBICTPO CTapeloT, TOCJIE Yero,
coJieprKalias X pacTuTebHas kietka ormupaer (Kneen et al., 1990; Novak et al.,
1995). Ilporecc crapeHUs 4acTO 3alMyCKaeTcsi B CHUMOMOTHYCCKH HEAKTHUBHBIX
kinyOenbkax (Serova et al., 2018). [lns pacTeHus-XO03IMHA pachaj CHMOHOCOM
SIBIIIETCSI BBITOIHBIM: OH O00YCJIaBIIMBACT PEIUKIN3AINI0 (DUKCHPOBAHHOTO a30Ta B
Ipyrue 4YacTH pacTeHus U, KpPOME TOTO, MPEJOTBpAIIaeT CHUCTEMHOE

pacrpocTpaHeHue prU300Hii.
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Pucynok 3. — I'mcrosiornueckasi opranusanus Kiayoenbka P. sativum
| — mepucrema, 11 — 30na undexuuu, 11 — 30Ha azordukcanun, IV — 30Ha

CTapCHUA.

[lenTpanpHas 9acTh KIyOCHBKA, COCTOSINAs M3 HECKOJBKHMX, OIMMCAHHBIX
BBIIIIC THCTOJOTHYCCKHUX 30H, OKpY)KeHa Nepu(epuIecKuMu TKaHsMu. HapykHas
KOpa OTJACIIICTCSA OT BHYTPEHHEH KOPHI cjI0eM KIIyOeHbKOBOM 3H10aepMbI (Guinel,
2009). HapyxhHas kopa mpejacTaBiIeHa KpPYIHBIMH KJICTKAMH U  BBITOJIHSIET
3alIUTHYIO (YHKIHIO, TPEIOXPAHSs, TMPEKIEC BCETO, KICTKH MEPHCTEMBI.
BHyTpeHHsIst Kopa mojiyuuia o0o3HaueHne KiyoeHbkoBo# mapenxumsl (van de Wiel
etal., 1990). Ona mpeacrapiieHa 00jiee MEIKMMHU KJIETKAMU, COACPIKUT ITPOBOISIIHNE
Ny4YKH, KOTOPBIE OKPY>KEHbI CBOEW cOOCTBEHHOUW »sHaonepMoil. KonnuecTBo
OCHOBHBIX TIPOBOJISAIIUX ITyYKOB, CBSI3BIBAIOIINUX TPOBOIAIILYIO CHCTEMY KITyOCHBKA
C MPOBOJIAIICH CHCTEMOM KOPHS, pa3audaercs y pa3usix BuaoB (Guinel, 2009).

Pa3BuTrHe HeIEeTCPMUHUPOBAHHBIX KIYOSHBKOB XapaKTEPHO JIHIIb IS
OTPaHWYEHHOTO YKCJIa D3BOJIOIMOHHO TIPOJABUHYTHIX OOOOBBIX pACTCHHU U3
nojiceMericTBa Faboideae, Takux pomos kak Trifolium, Medicago, Pisum, Vicia u ap.
B To e Bpemsi, y Takux poaoB kak Glycine, Phaseolus u Lotus, o6pa3sytotcs Gosee
IpOCThIe JeTepMUHHpOBaHHbIe KiyOeHbku (Maunoury et al., 2008). B nHux
anMKabHAs MEPUCTEMa CYIICCTBYET HEMPOAOJDKUTEILHOE BPEMsl, a 3aTeM pPOCT
KiIyOeHpKka U OOHOBJIEHHME a30T(QUKCHUPYIOIIEH TKaHM MpekpaiamTcs. B
IICHTPAJbHOW YacTH HE BBIABISCTCA 30HAIBHOCTh, a WH(OHUIMPOBAHHBIC KICTKH

YepenyTcs C HEUHPUIMPOBAHHBIMU KJeTKamu. HHGDEKImoHHbIe HHUTH B
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JNETEPMUHUPOBAHHBIX KIYyOEHbKAX pPACIPOCTPAHSIIOTCS MPEUMYIIECTBEHHO TIO
MEKKJICTHHKaM, a HE CKBO3b KIETKH. Y HekoTopbix Faboideae (Arachis,
Stylosanthes, Tpuba Aeshynomeneae) pasputre KiIyOE€HHKOB IPOWCXOJUT HE W3
KJIETOK MEPHUCTEMBI, a OJarojapsi akTUBHOMY JI€JICHUIO0 WH(MUIUPOBAHHBIX KIETOK
Kopel. Hawmbosiee mnpuMuTHUBHAs opraHusanuss cuMOMO3a XapakTepHa s
9BOJIIOIIMOHHO JPEBHUX IIe3abIIMHUEBBIX (TIoacemeiicTBo Caesalpinioideae). ¥V
ATUX pacTEeHUM az0T(UKCAIUs OCYIIECTBISETCS OaKTepusMU B HH(PEKIMOHHBIX
HUTSX, HAXOJISIIINXCS B MEXKKIIETHUKAX Kopwl kKopHs (Bryan et al., 1997).

Takum 00pa3oM, BO3HUKHOBEHUE M YCJIOKHEHHUE HKOJOTMYECKUX HHII,
MPEIOCTABIISIEMbIX PACTEHUEM PU300USAM, SBJISIIOCH MPOIECCOM BO3pacTaroiien
WHTETpalid CUMOMOHTOB, OO€CHEUYMBAIONINM TMOBBIIIEHHE A(PHEKTUBHOCTU
cuMOnoTnueckor aszorduxcanuu. Ha kaxaold craguu HHPEKIUH PU300USIMU
MPOUCXOMAT KaK aJanTHUBHBIC TIPOIECCHI, OOCCICUMBAIONINE CHUMOMOTHUYECKOE
B3aMMOJICUCTBHE, TaK W CBSA3aHHBIC C 3allUTHBIMA PEAKIUAMH pAcCTEHHUS U
aKTUBHPYEMBbIE TIPU KOHTPOJIE POCTA MOTEHIIMAIBHBIX MAaTOTEHOB.

OueBugHO, uTO n1s1 (GopmHupoBaHUS AP(YEKTUBHOIO CUMOMOTHYECKOTO
KITyOeHbKa, OaKTepuu JIOJDKHBI MPEOJOJIETh pPa3IUYHbIC 3allUTHBIC OTBETHI
pacteHuii. HemocTtaTodHO M3y4YEHHBIM OCTACTCS BOMPOC OTHOCHUTEIHHO TPAHMIIBI
MEXIY MYTYyaIUCTUYECKUMH ¢ aHTarOHUCTHYECKUMHU OTHOIICHUSMH TIPHU
dbopmupoBaHun  6000BO-pH300MAIBHOTO  CHMOMO3a. OTH  OTHONIEHUS
MIPEICTABISIOT COO0H CUCTEMY MYJIBTH(YHKIIMOHATBHBIX BO3MOXKHOCTEH, U JTaXKe
HEOOJIbIITNE U3MEHEHHS OallaHCca BHYTPH 3TUX MPOLIECCOB MPUBOIAT KO B3aUMHOMY
nepexoay. Takum 006pazoM, MpeACTaBIsIET MHTEPEC CPaBHEHUE MTPOLIECCOB PA3BUTHS
MAaTOTCHHBIX W MYTYaJIMCTHUYCCKUX B3aMMOOTHOIICHHH MEXIy pPACTCHHSIMH H

OaKTepHsIMHU.

1.2. WMMyHUTET pacTeHuii
JUisi TmpenoTBpalleHHs] pPa3BUTHS MAaTON€HAa B PAaCTUTEIbHBIX TKaHAX
(GyHKIMOHUPYET HeclneunPUUecKuidi UMMYHHUTET WIA MaTTePH-aKTUBUPOBAHHBIN

ummyanter PTI (ot amrn. PAMP-triggered Immunity). On wuHIynmpyercs
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MEJIJICHHO IBOJIFOI[MOHUPY FOIIUMHU MOJICKYJISIPHBIMH naTTepHaMH,
accolMUpOBaHHBIME ¢ TnaTtoreHamu, PAMP (ot anra. Pathogen-associated
Molecular Patterns) wnm MoJeKyJsIpHBIMH TATTEPHAMH, ACCONUUPOBAHHBIMHU C
mukpobamu, MAMP (ot anrn. Microbe-associated Molecular Patterns), tak kak
aHAJIOTUYHBIC KOHCEPBATUBHBIC CTPYKTYpPhl NMPHCYTCTBYIOT M y HEMATOTCHHBIX
MHUKPOOPTaHU3MOB. Takue CTPyKTypbl 000OMIEHHO HA3bIBAIOT SJUCHUTOPAMH M X
CIIOCOOHBI y3HABAaTh ONPEACICHHBIC MEMOpPAaHHBIC PEIECNTOPBI, UMCIOIINUECT Y
pacrennii (Macho, Zipfel, 2014). K HuM OoTHOCAT penenTop-1o100HbIC KHHA3BI U
penenTop-mogoOHple  Oenku.  PemenrTop-momoOHBIE  KWHA3bI  COCTOSIT W3
BHEKJICTOYHOTO N-TepMHHAIIEHOTO JIOMEHa, doraroro JCUIIMHOM,
TPAaHCMEMOPAHHOTO JOMEHa W  BHYTPHKJICTOYHOI'O KHHA3HOTO  JIOMCHA.
Pententopasie nonRD kuWHAa3pl pacTeHWi Bcerja Y4YacTBYIOT B Y3HABaHHH
amucuTOpoB. RD KKMHA3bI BBIONHSIOT 00Jee pa3HOOOpa3Hble PYHKIUHU, YYACTBYS B
Ipoleccax Pa3BUTHS PACTCHHM, M TaKKe SBJISIOTCS mapTHepamu NONRD kuHa3 B
nepezaye curHaiaoB nmpu ummynHom oteere (Park et al., 2012).

Penientop-nogo0Hpie  OEnKM  colepkKaT  TOJIBKO  BHEKJICTOUHBIA U
MeMOpaHHBIH JoMeHbl. OHI 00pa3yIoT reTepoperenTOPHBIA KOMIUIEKC C PEIENTOp-
MOJIOOHBIMH KHHAa3aMH M €  PEIENTOP-IMOJO0HBIMU  IIUTOIUIa3MaTHUCCKUMHU
KMHA3aMHM U Tepeiadd CUTHaja K HIDKeCTosIuM IienneBbiM Oenkam (Wu, Zhou,
2013; Macho, Zipfel, 2014). Penenrop-nogo0Hbic OCIKM HAMOMUHAIOT IO
crpyktype Toll-momoousie penentopsr (Toll-like receptors), koTopsie y4acTByIOT B
y3naBannu MAMP B kietkax skuBoTHbIX (KOpp, Medzhitov, 2003).

Xopomio  HM3BECTHBIMH  TpuMepamMu  (DYHKIIMOHUPOBAHUS  MATTEPH-
pacCro3HAIOIINX PELENTOPOB SBISIOTCS pacro3HaBanue mnentuaa flg22 wus
OaktepuanbHoro Quaremumna perentopom Flagellin sensing 2 (FLS2) u EF-Tu-
nentuaa elf18 peunenropom Elongation factor thermal unstable receptor (EFR) y
pactenmii Arabidopsis thaliana (L.) Heynh. (Zipfel et al., 2006; Peyraud et al.,
2017).

HekoTtopele ¢uTomaroreHbl CrHOCOOHBI JOCTABJIATH BO BHEKJICTOYHBIN

MaTPUKC WU PACTUTENbHYI0 MHUTOIIa3My d(h(EKTopbl, NPOAYKTHI TEHOB
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aBupyJieHTHOCTH (Avr-rensl), mnonasisomue PTIl  (manpumep, AvrPtoB vy
Pseudomonas syringae), uto crmocoOCTBYeT KOJIOHU3alUU TKaHel pacTteHus (Jones,
Dangl, 2006). Pacrenue, He cmocOOHOE pacmo3HaTh J3TH IPPEKTOPHI,
YyBCTBUTEIBHO K TaTOreHy. Takod ¢eHOMEH Ha3bIBAeTCs WHAYIMPOBAHHAS
s dexTopamMu 4yBCTBUTEIBHOCTh. OJIHAKO, €CIIU Yy PACTEHHS €CTh Koaupyembie R-
reHaMu (OT aHri. Resistance) 6enmku BHYTPUKIETOYHOH ycroitunBocth (R-Oenkn),
pacniosHaomue 3GQPeKTopbl, HHAYLUUPYETCS HOBBIH YpPOBEHb PaCTHUTEIBHOIO
UMMyHUTETa — dpPexTop-akTuBupoBanHblii mmmyHuteT ETI (ot anrn. Effector-
triggered Immunity). R-0enxku — HYyKJICOTHI-CBSI3bIBAIOIINE BHYTPHUKICTOYHBIC
Oenku, cojepkamiue Oorarbie JEHIIMHOM MOBTOphL. Takum obpazom, mpu ETI
OCYUIECTBJISIETCS. MPUHLUII «T€H-Ha-T€H», TO €cThb OelKOoBOMY 3ddexropy
COOTBETCTBYET NpPOAYKT R-rena, kommiementapubsii R-Oemox (Flor, 1971).
B3aumonericTBre reHOB mapbl AVI/R 00BIYHO COMTPOBOXKIACTCS OBICTPOM peakiuei
THIIEPYyBCTBUTEIBHOCTH, TPEMSATCTBYIONICH paclpoCTpaHeHHI0 maTorena (JOnes,
Dangl, 2006). Takure OTHOIICHHUS CUUTAIOTCS HECOBMECTUMBIMU. ETl uMmyHHTET
TaK)K€ Ha3bIBAETCS CrieHU(PUUECKUM, Tak Kak B oTiinuue oT PTI, koTopslil npunaer
pacTeHUSIM YCTOMYMBOCTh K IIIMPOKOH rpytine Mukpoopranu3moB, ETI cientuduuen
JUIST W30JISITOB MHUKPOOPTAaHU3MOB, MPOAYLUpPYIOMUX MaHHBIA dddextop. [Ipu
OTCYTCTBMHM WJIH MOJIU(UKAIMKA JIFOOOTO M3 KOMIIOHEHTOB Mmaphl TeHoB AVI/R
OTHOIIICHHSI CTAHOBATCS COBMECTHMBIMH, M pa3BuBaeTcs 3abosneBanue (Robatzek,
Saijo, 2008). Kak PTI, tak w ET|I w™moryr mnpuBoguth K peaxiuu
TMIIEPYYBCTBUTEIBHOCTH, OJIHAKO, HEOOXOJUMO OTMETHTh, YTO HHTEHCHUBHOCTH
aHAJOTUYHBIX MOJEKYJsIpHbIX coObiTul Tipu PT1 u ETI 3naunTenbHo otnuyaercs.
Hns ETI xapakTepHbl KOJIMYECTBEHHO 0O0J€€ MHTCHCUBHBIC 3alIUTHBIC PEaKIUU
(Tsuda, Katagiri, 2010).

CTOUT OTMETHUTH, YTO TAKOW AIHUCUTOP, KaK XUTHH, Y3HACTCS PEIEHTOPHON
KMHA30M ¢ JIM3UHOBBIM JoMmeHoM. Y A. thaliana Ttakoit penenrop, ckopee Bcero,
SBISICTCS reTeporeTpamepomM, coctosimmM u3 Chitin elicitor receptor kinase 1
(AtCERK1) u Lysin motif receptor-like kinase 5 (AtLYKS5) (Cao et al., 2014) ¢

TpeMs BHekiIeTodHbIMH LysM-momenamu (Miya et al., 2007). CesizaHHble C
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KJICTOYHOW CTeHKOM penentopubie kuHazsl WAK (ot anmrn. Wall-associated
Receptor Kinases) takxe MOTYT aKTHBHPOBATh 3alllUTHBIC OTBETHI pacTeHui (ZUo
et al., 2015). Oum y3HaT oOpasyloNIMecs INpPU TOBPEKIACHHH OOOJOUKH
PACTHTENBHBIX  KJIETOK  TMEKTOJUTHYSCKUMU  (EepMEHTAaMH  OJUTOMEPHI  C
OIpe/IeNiecHHOW KOHCTaHTHOM crpykrypour (Forrest, Lyon, 1990). Takwue
cuenuduIeckrue TPOJYKThI OBLUIM Ha3BaHBI MOJICKYJISPHBIMH (DparMeHTaMH,
cBsA3aHHBIMU ¢ moBpexkaenueM DAMP (ot anrn. Damage-associated Molecular
Patterns) (Lotze et al., 2007).

Pacro3naBanue 3mucutopoB /  3(PQPEKTOPOB pacTEHHUEM HHHUIIMHUPYET
BBIPA0OTKY BTOPHUYHBIX MECCEHKCPOB, TAKUX KAaK HOHBI KAIBIHS U aKTHBHbBIC
dbopmbr  kuciopoga (ADK), OMocHHTE3 pPACTUTEIBHBIX TOPMOHOB, TaKHX Kak
OTHJICH, CAJMIMIOBAs W JKaCMOHOBAas KHCIOTHI, W AaKTHBAIIMIO ITUTO30JIbHBIX
MUTOTE€H-aKTUBUPYEMbIX NpoTenHknHa3. Curnan nepepaercs depes MAPKKK-
kackax (ot anria. MAP Kinase Kinase Kinase) mias akThBamuu IIEJIOTO psijia
daktopoB Tpanckpunuuu pacteHuit (WRKY, MYB, NAC u ERF), xotopsie
PETYJIUPYIOT HECKOJIBKO R-T€HOB, KOHTPOJMPYIOIMIMX CHHTE3 CBSI3aHHBIX C
YCTOWYMBOCTHIO OCIKOB W METAa0OJUTOB. OTH COCAMHCHUS OTPAHUYUBAIOT
pacnpocTpaHeHHE IaTOreHa 3a CYET CBOMX AHTHMHKPOOHBIX CBOWCTB WM
CIIOCOOHOCTH K YTOJIEHHIO KJIeTOYHOM cTeHku (PucyHok 4). Takum o06paszom,
pa3BHUBAIOIIAECS B PACTCHUM 3allUTHBIC PEAKIMH TPHBOIAT JTUOO K PEAKIUH

THIICPIYBCTBUTCIBHOCTH, 00 K TOHM)KEHHOM BOCIIPUUMYHNBOCTU K IIATOI'CHY

(Pucynoxk 4) (Kushalappa et al., 2016).
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Pucynok 4. — OcHOBHbIE MOJIEKYJISIPHbIE YYaCTHUKH, BOBJICYEHHbIE BO
B3aMMO/IeificTBHE PACTEHHS € MATOT€HOM

[Tatorensr npousBosat mucutopsl (PAMP/MAMP/DAMP, xutun) u 3¢ dexropsr
(effectors). Pacrenusi pacrmo3HarOT ATH IUCUTOPBI/APPEKTOPHl M BHICTPAUBAIOT
UMMYHHBI  OTBET, ONOCPEAOBAHHBIA HEPAPXUUYECKOM CcUCTEMOM R-reHos:
PELENTOPBI, PACHO3HAIONINE 3JIUCUTOPBI (perenTop momoOHas kuHaza, RLK;
XUTHUH-2JIMCUTOp peuentopHas kuHaza ¢ LysSM pomenom, CERKI1; kunaza,
acconuupoBanHas ¢ kietounoi crenkoit, WAK), penenTopsl, pacro3HaroIime
s¢dekTopbl (HYKIEOTHI-CBI3bIBAIOIINN BHYTPHKICTOYHBIA OEIOK, COACpIKAIIMIA
Oorateie jaecinmHoMm moBTophl, NBS-LRR), ¢wurtoropmonsr (3tien, Ethylene;
CaJTUIIMIIOBAsT KUCIIOTa, SA; U )KaCMOHOBast KMCII0Ta, JA), MUTOT€H-aKTHBUPYEMbIE
nporentkuHassl  (MAPK)  u MAPK-kunaza  kuHazel  (MAPKKK),
tpanckpunuuonnsie pakroper WRKY, MYB, NAC u ERF (transcription factors),
BBIPA0OTKA CBSA3aHHBIX C yCTOMYUBOCTHIO OeiikoB (RR proteins) u meradomutos (RR
metabolites), KkoTopble HEMOCPEACTBEHHO TMOJABISIOT pPAa3BUTHE IaTOICHOB.
[Iponymupyembie 6norpodamu 3dexropsl, 4acTo pacno3Harorcs Oenkamu NBS-
LRR, 4T0 NpUBOJIUT K TUNEPUYBCTBUTEIbHOMY OTBETY depe3 myTb MAPK / SA /
oemox NPR1 (Nonexpressor of pathogenesis-related genes 1). bonee nmoapo6Hoe
ONMMCAaHWE CHUTHAJbHBIX MyTEH M KX KOMIIOHEHTOB JAaHO B OCHOBHOM TEKCTE

(Kushalappa et al., 2016).
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benku, cBA3aHHBIE C  YCTOMYMBOCTHIO,  TOJABISIOT  MATOTEHBI,
JNETOKCU(DUIIMPYIOT TOKCHUHBI WM (DAKTOpPBI BHUPYJIEHTHOCTH, MPOAYLHUPYEMbIC
naToreHaMH, YKpeIUIsitoT kierounble cTteHku. K PR-OGenxam otHOcsarcs B-1-3-
sujormokanasbl (PR-2), sunoxutunasel (PR-3, 4, 8 u 11), sugonporennassr (PR-
7), crenupuyeckue WHrHOUTOpH TpoTewHas (PR-6), nmedensuubr (PR-12),
nepokcunasbl (PR-9), okcamar okcupaser (PR-15), twonunsl (PR-13), Oenku-
NEPEHOCUYMKH JIMMHUIOB C IMIMPOKOM aHTUOAKTEpUATbHOM W MPOTHUBOTPUOKOBOM
aktuBHOCThIO (PR-14), pubGonykieaza-nmogoOHble O€NKH, Y4YacTBYIOIIME B
uHakTuBanuu pubocom (PR-10). IlpeacraButenu cemeiictBa PR-1 u Ttaymarus-
nonoOHbIe Oenku u3 cemeictBa PR-5 ob0ecrieunBaroT yCcTOMYMBOCTh PACTEHUUN K

MUIIETHATLHBIM MUKpoopranu3mam rpynmsl Oomycetes (Kushalappa et al., 2016).

1.3. PoJib HNMMYHHUTETA pacTeHuil B 6000B0O-pU300HaIbLHOM CUMOHO03e

B ciaysae 0000BO-pH300MAIBHOIO CUMOMO3a HWMMYHUTET PACTEHUS
KOHTPOJIUPYET YCTAHOBJIEHME U pPa3BUTUE COBMECTHMOIO B3aUMOJAECHCTBUS Ha
NPOTSKEHUH BCEro mpouecca MH(GEKIUH, 3alMylIEHHOTO CaMHM pacTeHueM. B
KITyOCHBbKaX, TOCIIE BBIXO/Ia B PACTUTEIBHYIO IIUTOILIA3MYy, U depeHIIIpOBaHHbIE
OakTepuy MOrYyT (DUKCUPOBATh a30T W TPAHCIOPTHUPOBATH OOpA3yIOUIMICS B
pe3yibTaTe aMMOHMI B pacTeHue B ciydyae (OPMHUPOBAHUS MYTYaJIHMCTUUYECKOTO
B3aumoeiicteus (Poole et al., 2018). Oxnako oOpa3zoBaHue KIyOCHHKOB HE BCET/Ia
UJET Ha TMOJIb3y pacTeHuto. Hekoropble pu3o0uu HE 00eCnedyuBalOT XO35MHA
a30TOM, HaXxoAsCh B KIIyOEHBbKaxX, JEMOHCTPHUPYS TEM CaMbIM Mapa3UTUYECKUUN
obpa3 xwu3uu (Schumpp, Deakin, 2010; Crook et al., 2012; Price et al., 2015).
Kountposns  000OBBIMH  pacTEHUSIMAU  COOCTBEHHOIO  MMMYHUTETa  TpHU
B3aMMOJCHCTBUM KakKk C MYTYyaJIMCTHYECKUMH, TaK U MNapasuTHUYECKUMHU

Moy JsInusAMHU pH306HI>i A0 CHUX ITOP OCTACTCA MAJION3YUYCHHBIM.

1.3.1. /IBoiicTBeHHas poJb Nod-paxkropos
Hekotopble aHamorud MEKIy pa3BUTHEM CHMOMO3a M IATOreHE3a

IMPOCIIC)KUBAKOTCA Y’KC Ha CaMbIX PAHHUX CTAIUAX, KOTJAa PACTCHUSA AKTUBUPYIOT
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Nnod reHbl pU300MiA CHUTHAJIAMH, CXOTHBIMU C (DJIABOHOMIHBIMU (UTOATCKCHHAMU
(manpumep, mmmneonun y Glycine max (L.) Merr., muzatua y P. sativum).
Beigenstomuecss npu 3toM  NOd-dakTopbl, WUMEIOT CTPYKTYpPHOE CXOJICTBO C
HUCUTOPAMU — XUTHHOBBIMU osiurocaxapugamu (XO), seistommmucs PAMP
(Boller, Felix, 2009; Hamel, Beaudoin, 2010) (Pucynok 5). Tem He MeHee, B TO
Bpems kak Nod-¢akTophl, Kak MpaBUIIO, BKIIOYAIOT YETHIPE MUIM AT OCTaTKoB N-
alleTIIITIIIOKO3aMUHa, HanboJiee aKTUBHBIC DJIMCUTOPHI XUTHHA UMEIOT OOJBIIYIO
CTEIICHb NoJiuMepu3anun. Tak, HanpuMmep, ucciaeaoBanus Ha Oryza sativa L. u A.
thaliana nokasayu, 4to mecTb-BoceMb ocTaTkoB XO 0o0Jiee aKTUBHO BIIHMSIOT Ha
HKCHPECCUI0 TEHOB U JIPYTHUE 3AIIUTHBIE OTBETHI, YEM T€, YTO UMEIOT OT TpPEX A0
natu ocratkoB N-amerwnrmokoszamuna (Shibuya, Minami, 2001; Zhang et al.,
2002). Kpome TOro, CymeCTBYIOT 3HAYMTEIbHBIC pa3Muds B AaKTHBHBIX
KOHLEHTpausAX OJTUX MoJieKyJ. Nod-¢pakTopsl MOryT OBITh aKTHUBHBI MpHU
xoHueHTpamuu 10 102 M, Torna kak XO akTuBHBI Ipu KoHIeHTpanusax ot 107 go
10 M (Gough, Cullimore, 2011).

[ToMrUMO CTPYKTYpHOTO CXOJCTBAa 3THX TJIMKAHOB B WX BOCHPUSITHE
pacTeHUEM BOBJICUEHBI PEENTOP-MOA00HBIe KMHA3bl ¢ LysM BO BHEKJIETOUYHBIX
nomeHax. B o0oux tunax B3aumoseictBus oauH 0enok (CERK1 wiu NFR1) umeer
aKTUBHBIA BHYTPUKJIETOUHBIN KMHA3HBIA JOMEH, Torna kak Bropou oenok (LYKS
nnu NFRS) uMeeT HeakTHBHBIM BHYTPUKJIETOYHBIM KHUHA3HBIA JOMEH. JlOMEHBI
LysM, kak TonaraioT, SBISIOTCA YyYacCTKamMu JJisl CBSI3bIBAHUS BEIIECTB,
coaepxkanux N-aneTwiritoko3amud. B xoae spomtonuu pactenuii XO, 04eBUIHO,
CIIYXWIM WMMYHOT€HHBIMU TIaTTEpPHAMH, aKTUBUPYIOIMMU OenkoBbid LysM
pelenTop, BbI3BbIBasT TEM CaMbIM Yy pacTeHHs] UMMYHHBIH OTBET U OCTaHOBKY
nHpexuu. bnoxuMuyecknii moTeHMaN pacturensHoro 6enka LysM ¢ Tex mop,
BEPOSTHO, OJIArOMPUsITCTBOBA BOJIFOIIUU PEIIENITOPA, BOCIIPUHUMAIOIIETO y)KE HE

X0, a Nod-dakTopbl 1 COASHCTBYIOIMIET0 MUKPOOHOU HH(pEKInK 1 cuMOuno3y (Gust

et al., 2012).
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Pucynok 5. — CTpyKTypHOe CX0JACTBO M€Ky XUTHHOBbIMHU
osurocaxapuaavu u Nod-pakropamu

XWTHH MPEJCTABISAET COOOH MPOCTYIO MOJICKYITY, COCTOSITYIO U3 TTOBTOPSFOIIHXCS
enunaun; N-anetwi-D-anerunrmoko3amuaa. NOd-(hakTopbl HpeacTaBiIsiiOT COOOH
JUTIOXUTOOJIUTOCAXapuabl, cocrosmme w3 3—6 ocrarkoB  N-amernn-D-
TIFOKO3aMHHa, KOTOpPhIE HECYyT Ha HEBOCCTAHABIMBAIONIEM KOHIIC >KHUPHYIO
KHCIIOTY, a TakkKe pa3JMYHble 3aMecTUTeNnw  (ameTwi ,  KapOaMOHWII,
byko3us, cyab(dar) B pa3HbIX MO3UIUSIX YTIAECPOTHOTO CKEJIETa B 3aBHCHMOCTH OT
mTaMmma pu3o0u.

Ota ujes moATBepKaaeTcs 1anHbIMU 0 ToM, uTo 6eku CERK1 u NFR moryT
BBIMOJIHATH JIBOMHYIO (DYHKIIMIO B CHMOHO3€ U B OTBETE Ha aTaky natorena (Miyata
et al., 2014; Zhang et al., 2015). Hampumep, uccieqoBaHHe Ha MHKPOYHITAX
MoKaszajio, 4ro o0paboTka iIuHHOIENOYeYHbIMA XO BBI3BIBACT JKCIPECCHUIO
cuMOMoTHYeCKHX TeHoB y L. japonicus. C uCHojb30BaHHEM XHMEPHBIX T'€HOB
AtCERK1 u 0bI10 MOKa3aHO, YTO HECKOJIBKO aMHHOKHUCIIOTHEIX 3aMEH B KHHA3HOM
nomene peuentopa xutuHa AtCERKI1 3amyckaroT cUrHanbHbIA — Kacka,
NPUBOASIINA K (OPMUPOBAHHIO CHMOMOTHYECKUX KIyOCHBKOB y MyTaHta Nfrl,
HECYIIero MyTalMi0 B OJHOM M3 KOMIIOHEHTOB perentopa k Nod-¢pakropy

(Nakagawa et al., 2011).
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B Ttoxe Bpems, Nod-gakTtopel camMu MOTYT aKTHBHPOBATh 3allUTHHIC
curHajbHbele myTH, Takue Kkak LjNFR1-3aBucuMast sKcrIpeccusi HEKOTOPBIX
3anuTHBIX TeHOB y L. japonicus (Nakagawa et al., 2011) u ruGenb KIETOK B TUCTHIX
Nicotiana benthamiana Domin B oTBeT Ha CBEPXAKCIIPECCHIO TTAPhI PEIEHTOPOB K
Nod-dakropam (Madsen et al., 2011). Nod-dakTopbl MPOTHBOITOJIOKHBEIM 00pa3oM
BIIUSIIOT Ha JKCIPECCHI0 HEKOTOPHIX T'€HOB 3aIIMTHOIO OTBETa B smmuepme M.
truncatula. Tak, reH, komupyromui PR2-mogoOHbI O€IOK CHHKAl CBOIO
aKcrpeccuto, a renbl, koaupytomnme PR1-, PR3-, PR10-6enxu, WRKY u npyrue,
NoKa3bIBaJIM MoBbIIIeHUe 3kcnpeccuu (Jardinaud et al., 2016).

Tem He menee, nHIyKIUs Nod-hakTopamu 60IBIIMHCTBA TCHOB, CBSI3aHHBIX
C aKTUBAIMEHN 3alUTHBIX PEaKIUuid, BO BpeMsi CUMONO03a SIBJISIETCS. BPDEMEHHOW WU
coBcem orcytctByeT (El Yahyaoui et al., 2004; Lohar et al., 2006; Hogslund et al.,
2009; Nakagawa et al., 2011). Kpome toro, O0but0 mokazaHo, 4to Nod-(hakTops
noAaBisitoT PTl B JIUCThIX pa3nuyHBIX BUJIOB PacTEHU, BKIOYass HEOOOOBbIE,
HE3aBUCMMO OT Hanuyus perentopoB k Nod-gaktopam (Liang et al., 2013).
Ho6asnenne Nod-hakTopo, mmb0 kKopoTkouenoyedyHbix XO k mpopocTkam A.
thaliana mpuBoAMIIO K MMOAAaBICHIIO HIMMYHHOTO OTBeTa pacTenus va PAMP (Liang
et al., 2013). Onnako, xoHreHTpaus XO ¢ KOPOTKOH IENbl0, HEOOXOoaUMast sl
sTOro 3 dekra, Obl1a B A€CAThH pa3 Bhlle, 4eM Y Nod-pakTopoB, UTO yKa3bIBa€T HA
HeKoTopyto crienuduanocts. Nod-hakTopsl cHkanu acconurpoBannoe ¢ PAMP
HakorieHue ADK takke, Kak 1 MHAYKIUIO T€HOB 3aIUTHOTO 0oTBeTa. OOpaboTKa
Nod-pakTopamu Takke H3MEHsIa JApyrue TUNUYHbie PTI-0TBEeThI, BKIIOUAs
ycroitunBocTh kK P. syringae DC3000 (Liang et al., 2013). YpoBHH caaHIHUIOBO#
KHUCJIOTHI OBUTH 3HAYMTEIBHO TMOBBIIICHBI B KOPHSIX 000OBBIX, HHOKYJIMPOBAHHBIX
pU300MsIMHU, HECTTOCOOHBIMH TTpOAYyLIPOBaThH Nod-(akTophl, B OTIUYHE OT KOPHEH,
WHOKYJIMPOBAaHHBIX IMTaMMOM nukoro tuna (Martinez-Abarca et al., 1998).
CanuiuioBast KUCJIOTa SBISETCS (PUTOTOPMOHOM, YYaCTBYIOIIUM B YCTOWYHUBOCTH

pacTeHuit K 0OJIC3HAM U MHTHOMpYROIIUM KiyOeHbkooOpa3oBanue (Stacey et al.,

2006).
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B uenom, Nod-akTopbl, BEposiTHO, aKTUBUPYIOT HAa0Op T'€HOB, BKIIIOYAs
peuenTopel, cBs3aHHbIe C y3HaBanneM MAMP, koTopble HYXHBI IS
MIPEIOTBPAICHUSI MPOHUKHOBEHHUSI HECUMOUOTHYECKUX OaKTepuid B TKaHU KOPHS
npu puU300MabHOW HMHGEKIMU. DTO MOXKET OBbITh BaXKHBIM B €CTECTBEHHBIX
YCIOBHSIX, T/I€ PU300MH KOHKYPUPYIOT ¢ MHOTOYHCICHHBIMU MUKPOOPTaHU3MaAMHU
(Pucynok 6). beuio Taxke moka3zano, uro aBa reHa MIDNF2 u MtSYMRK,
CHI)KAIOLIME HMMYHHBIM OTBET pacTeHUl B (PYHKIHMOHUPYIOIIUX KIyOCHbKaX
(Bourcy et al., 2013; Berrabah et al., 2014), uaxymupytorcs Nod-dakTopamu gepe3
4 u 24 yaca nocne uHdpekuuu. Ito noapazymenaer, uro MtDNF2 u MtSYMRK

HUI'PpArOT POJIb TAKXKC U HAa paHHUX CTAIUAX CHMOMOTHYCCKUX BBaHMOHCﬁCTBHﬁ.

Flarit Infection Rhizobia ane
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MAMP Election it Prgintecticn e i h 1o 1k infisRiam
signal initiated theead foams farms plart comex threads
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i Cao, et al, 2017,
{:‘mnu Fev. Plant Biol, 68:535-61

Pucynok 6. — bajanc cuMOMOTHYECKOT0 1 HMMYHHOTO OTBETA B MpoIecce
KJIy0eHbK000pa30BaHuUs

Puzobuansubie MAMP akTHBUPYIOT BpEeMEHHBI MMMYHHBINH OTBET (0003HAUYCH
roJyObIM IIBETOM) y pacTenuii. Puzooun uzderaror PTI, npoussoas Nod-dakTopsi.
UTo0Bbl yCHemHo NPOHUKHYTh B KOPHU OOOOBBIX, PU300MU TaK¥KE BBIACISIOT
3¢ deKTophl I MOIYJSAIUU UMMYHHTETa XO35SMHA, YTO TIO3BOJISIET YCTAHOBUTH
cumOno3 (o6o3HaueH kpacHbIM 11BeToM) (Cao et al., 2017).
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1.3.2. IloBepXHOCTHBIE KOMIIOHEHTHI PU300Mii

[ToBbIIIEHHBIN YPOBEHB 3aIIUTHBIX PEAKIINI MPENATCTBYET YCTAaHOBICHUIO 6000BO-
pu3obuansHOrO cuMOmo3a (Stacey et al., 2006; Lopez-Gomez et al., 2011; Gourion
et al., 2015). Tak, npucyTcTBHE Ha KOpHEBOi cucteme M. truncatula ¢purtomarorena
P. syringae mrramm DC3000 nHAyIIMpYyET 3aIIUTHBINA OTBET, KOTOPBIN MPETISTCTBYET
passuTHiO KiyoenskoB (Chen et al., 2017). JInst ¢popMupoBaHUs MOIHOIIEHHOTO
KIIyOeHbKa HEOOXOIMMO MPOJBMKEHHE PHU300Mi BriayOb KOPHS IOCPEICTBOM
UH(PEKINOHHOW HUTH, a 3aTeM HUX BBICBOOOXKJEHHE B ITUTOILIA3My PACTHTEIbHBIX
KJIETOK ¢ moclheayome nuddepeHnnpoBkoid B 6akTepousibl U GopMUpoBaHHUEM
cumOuocoM. O4YeBHIHO, YTO HA BCEX ONMCAHHBIX BBIIIE 3TaNax PpU300UU
MOJIBEPTAIOTCSI YIpo3e ObITh BOCHPUHATHIMH PACTEHHEM B KadeCTBE MATOTCHOB,
[I03TOMY HEYJMBUTEIBHO, YTO B XOJI€ 3BOJIOLUHU OAKTEPUHN CO3/1aTU YPPEKTUBHBIC
CHCTEMBI, TO3BOJIAIONINE UM HM30eraTh 3alllUTHBIX peakuuid pactenus. K Takum
CUCTeMaM  MOXXHO  OTHECTH CHHTE3  Pa3HOOOpPA3HBIX  TOBEPXHOCTHBIX
MOJIUCAXapHU/I0B U CUCTEMBI CEKPELINH.

PuzoOuansupie MAMP, Ttakume Kak QuareuivH, JUIIONOJUCAXapUIbI,
HK30TOJUCAXapUIbl, [B-TIOKaHBl W Toaucaxapuabl K-aHTUTEHHOro  TuIia
MOKA3bIBAIOT HEXapaKTepHYI0 AaKTUBHOCTh U, TIO-BUIUMOMY, HE 00JanaroT
criocoOHOoCcThIO akTuBUpoBaTh PTI y 60060BbIx pactenuit (Tellstrom et al., 2007).
bouio mokaszaHo, 4To pu3oOManbHBIN (uaressuH  JunieH snurona  flg22,
HeoOxoaumoro it aktTuBauuu FLS2, uyro mnomoraer puzoOusm wu3derath
BOCTIPHUSITHS pacTeHHEM B KauecTBe maroreHoB (Lopez-Gomez et al., 2011). Bonee
TOTO, TOBEPXHOCTHBIE KOMIOHEHTHI PU300M MPUHUMAIOT AKTUBHOE y4acTHE B
CYyNpecCUu 3alllUTHBIX peakiuii O0000BBIX pacTeHuil. M3 MNOBEPXHOCTHBIX
KOMIIOHEHTOB pU300Mi Hambojee W3y4YeH KHUCIbIM SK30MoNucaxapul, WU

cykuuHormokaH (Pucynok 7).
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Pucynok 7. — XuMH4ecKasi CTPYKTYpPa MOBTOPAIOLIHUXCS 3BeHbEB KHCJIOT0
sk3omoamcaxapuaa | S. meliloti (Skorupska et al., 2006)

bbuto  mokazaHo, YTO MyTaHTBl pU300WH, HE MNPOAYIHPYOIINE
CYKIIMHOTJIMKaH, XapaKTePU3YIOTCSI HECIIOCOOHOCTBRIO UHHUIINAPOBATh
dopmupoBanne wuHpekuonnsix Hutedr (Cheng, Walker, 1998), a Taxxke
YBEIIMYEHUEM YPOBHS DKCIIPECCHUHU 3alIMTHBIX T'€HOB XO35SMHA, 10 CPAaBHEHHIO C
KOHTpOJIbHBIM ITammoM (Jones et al., 2008). Y Medicago sativa npu HHOKYJISIMH
exoY wmytantom R. meliloti BMecTo HOpManbHBIX KIyOEHBKOB 00pa3yroTCs
«IICEBAOKIYOCHBKM», KOTOpPBIE HE CoAepsKaT HMH(MEKIHOHHBIX HHTEH U
OakTepHaabHBIX KICTOK, a 3alloJIHEHbl HEOPTaHW30BAHHOM MapeHXMMAaTO3HON
TKaHbl0. B OTInMYme OT HOPMANbHBIX KIyOEHBKOB, B KJICTOYHBIX CTEHKAaX
«IICEBAOKIYOCHHKOB) MOBBIIIEHO KOJINYECTBO (DEHOIBHBIX COCAMHEHUH U KaJlIO3bI,
a Takke mepokcuaasHas aktuBHOocTh (Niehaus et al., 1993). MyraHTsl,
OPOAYLMPYIOIHE  MOAM(DUIIMPOBAHHBIE  CYKIMHOTIIUKAHBL,  (OPMHPYIOT
KIIyOCHbKH, HO B XOJI€ Pa3BUTHUS OITHUX KIyOCHHKOB HaOIOMAaETCs 3aJepiKKa
WHUIIMAIUA U pOCTa WH(MEKIIMOHHBIX HUTEH C TOCIEayrome mx abopTarueil B
npumopanu kiyoenbka (Reuber, Walker, 1993; Cheng, Walker, 1998). B to xe
BpEeMs CBEPXIPOAYKIMSA CYKIIMHOTJIIMKAHA MPHUBOAMT K IOTEPE CIIOCOOHOCTH

pu300Mii KOJIOHU3UPOBaTh ckpyueHHbie Bojocku (Cheng, Walker, 1998).

40



Penentop EPR3 L. japonicus, omnocpeayrommii  pacrno3HaBaHHe
DK30MOJINCAXaPUIOB B Tpollecce pu3o0uanbHONH WHOEKINH, SBIsICTCs Hamboee
ommskuM romoisioroM LYK3 A. thaliana, cBssanubiM co cnocobHocTeio Nod-
dakTopoB moAaByATh 3amuTHbIC peakiuu (Liang et al., 2013). [TosToMy BO3MOXKHO,
yro EPR3 Taxke cnocoOCTByeT cympeccuu SK30IMoHcaxapujaMid UMMYHHOTO
OTBETa PACTEHUSI.

JIumononucaxapuapl pu300nii Takyke MOTYT TIOJIaBIISATh 3alIMTHBIC PEaKIInH,
Hanpumep, cuaTe3 ADK B pacrenusix (Albus et al., 2001; Fraysse et al., 2003;
Scheidle et al., 2005) u uHIYKIINIO 3KCIPEeCcCHU reHOB 3aiuTHOro oteeta (Tellstrom
et al., 2007), a numomnonucaxapuIHbie MyTaHThI YaCTO HE CIIOCOOHBI BCTyIaTh B
cumono3 (Campbell et al., 2003; D'Haeze, Holsters, 2004). HopmanbHO
C(OPMUPOBAHHBIN CIOW TENTHIOTIMKAHA HEOOXOJMM IS TPEIOTBPAIICHHS
WHIYKIIUM PACTUTEILHBIX UMMYHHBIX oTBeTOB Oaktepusmu (Gully et al., 2016).
KoMItoHeHTaMy TTOBEPXHOCTH PU300Mi, BOBJICYCHHBIMH B JUAIOT C 3alIATHBIMHU
CHUCTEeMaMH PACTCHHM, OKa3aJIMCh TaKKe NUKINYCCKUE [-TIFOKaHBI, WTPAIOIIHE
BaKHYIO POJIb B aJIalTallid OAKTEPOUIOB K HOBBIM (DH3UOJIOTHYCCKUM YCIIOBHUSIM 32
CUET TMOBBIIICHUS] OCMOTUYECKON CTAaOMIBHOCTH KJIeTOK. Hapyiienne cunresa 3Tux

TJIIOKaHOB, MPHUBOIUT K (opMupoBaHHiO rceBnokiayoenskoB (Chen et al., 2002;

D'Antuono et al., 2005).

1.3.3. D¢ dexTopsl pu3odMii U CUCTEMbI CeKpellUH TPeTbero u
YeTBePTOro TUNOB

Y G. max kouTpoisb crenuduaHoctd U hopmupoBaHue HHGEKIIMOHHBIX
HUTCH OCYIIECTBIISICTCS HE TOJbKO uepe3 y3HaBanue NOd-¢hakTopoB, HO U C
nomotipio R-6enkoB. GMRj4 amnens, MPUCYTCTBYIONIAs B HEKOTOPBIX 3KkoTHIaX G.
max, orpaHu4uBaeT (popMHpOBaHUE KIYOCHHKOB C OINPEICICHHBIMU PU300USIMHU,
BKitovas mramm Bradyrhizobium elkanii USDA 61. IIpu takom B3auMoieiCTBHM
He pasBuBaroTcs nHpeknunonnsie HuTH (Yasuda et al., 2016). Takas sxe kapTHHA
HaOmomaercs s rena GMRj2 (Yang et al., 2010). Ero mpoaykt npeacraBisiet

cOo0OM TUNUYHBIA PACTUTEIBHBIA OETOK BHYTPHUKIECTOUYHON PE3UCTEHTHOCTH C
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HYKJICOTU/I-CBS3BIBAIONIUM JOMEHOM M MOBTOpPaMH, OOOTAIEHHBIMH JICHIIUHOM.
[IpsiMoe wnM HempsiMoe y3HAaBaHUE MHUKPOOHBIX MOJIEKYI-3(()EKTOPOB ITUMHU
perenTopaMu 3aIyCcKaeT aKTHBAIMIO curHaibHOTO Kackana ETI (Tang et al., 2016),
4yTO OJOKHPYET B3aUMOJICHCTBUEC HA caMbIX paHHuX dTamax (Yasuda et al., 2016).
Tak, B3auMoielicTBUS pacTeHul, Hecymux aurean GMRj2 u GmRj4, co mrammamu
pu300mii, y KoTopbix mpucyTcTBYIOT amutenu NopP m MA20 12780, smastorcs
HecoBMecTUMbIMU. [{utomnazmaruyeckue >PGEeKTopsl  JAOCTABIAIOTCS ATUMU
pu300usaMHU yepe3 GYHKIIMOHUPYIOIIYIO cucTeMy cekperuu Tpethero tumna (T3CC)
(Tsukui et al., 2013; Tsurumaru et al., 2015; Sugawara et al., 2018). Crour
OTMETHTb, YTO CUTHAJIbHBIN Iy Th, 3amyckaecMbiii NOd-hakTopamu, He ociadaseTcs
B JIaHHBIX B3auMoaericTBusax (Sugawara et al., 2018). Tem He MeHee, paCTHTEIbHBIN
UMMYHUTET CIIOCOOCH MPUBOAUTH K HECOBMECTUMOMY B3aMMOJICUCTBHIO, JIaXe C
puzoousimu, b NOd-GakTopbl MPOXOIAT KOHTPOJIb CICIU(DUIHOCTH.

Okazanock, uyto mnoreps T3CC MoxkeT OBbITh KIIOYEBBIM IIIaroM,
MO3BOJISIOIIUM MEPEKITIOYUTH CUMOHMOTHYECKOE B3aUMO/ICCTBHE C
HECOBMECTUMOro Ha coBMectuMoe (Sugawara et al., 2018; Zhao et al., 2018).
Mmuorue OakTepuanbHbIE MATOTEHBI XUBOTHBIX U pacteHuid ucnoiszytor T3CC,
00pa3oBaBIIYIOCS B XOJI€ JBOJIIOIMU M3 KTYTUKOBOM CHUCTEMbl OaKTepui, s
JIOCTaBKHU paznuyHbIX 3¢ dexTopoB B cBoux x03sieB (Hueck, 1998). Takue cuctemsl
CEKpEeIr, OUYEBUIHO, MOTYT MTpaTh Ba)XKHYIO POJIb U B CTAHOBJICHUU CUMOHO3a Y
onpeneneHHbix BUAOB puzoduil. T3CC Obula AeTalbHO OXapakTEpPU30BaHA Yy
HeckoabkuX mrtammoB pu3obuit (Deakin, Broughton, 2009). Cunres T3CC wu
3¢ (dexTopoB, KOTOpbIE OHAa BBIACIACT, peryiaupyercs (raBoHOMAAMH U
TpaHCKpUIMIMOHHBIM akTuBaTopoM NodD. Ipu uccnenosanuu mramma Rhizobium
sp. NGR234, xapakTepu3yromierocss MMUPOKUM KPYTOM PaCTEHUN-XO035€B, OBLIO
MOKa3aHO, YTO HEKOTOpble M3 3TUX 3(P(HEKTOPOB CTUMYIHMPYIOT OOpa3oBaHUE
cuMOH103a y orpe/iesieHHbIX 0000BBIX PaCTEHUM, B TO BpeMs KaK y APyrux Ju0o He
BJIMSIFOT COBCEM, JTMOO 3HAYMTEIBHO CHMKAIOT CIOCOOHOCTH K cumbOno3y (Deakin,
Broughton, 2009). IItammer MAFF303099 Mesorhizobium loti 1 USDA61 B.

elkanii taxxe yepe3 T3CC BBIACTSIIOT HECKOJILKO UHIYLIUPYEMbIX (DJIaBOHOUIAMH
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3 PeKTOpHBIX OENKOB, HEKOTOpbIE W3 KOTOPHIX aHaJoTW4Hbl 3ddexTopam
ATOICHOB, M, BEPOSATHO, BIMAIOT Ha MeTaboam3m pactenmii (Okazaki et al., 2009;
Sanchez et al., 2009). bruto mokazano (Okazaki et al., 2013), yTo mTamMmm IHKOTO
tuna B. elkanii USDAG61, cioco6en hopMupoBaTh KIyOCHBKH HE TOJIbKO Ha G. max
JIMKOTO THITA, HO M Ha MyTaHTe EN1282, xoTtoperit Hecet myTaruio o reHy Gmnfrl,
KOJUPYIOIIEM OJWH U3 KOMIOHEHTOB perentopa k Nod-dakropy. B To ke Bpems
MYTaHT ¢ JedeKToM Mo TreHaMm, Koaupyrommm kommoHeHThl T3CC, He ObuI
crocoOeH (opMHpPOBaTh KIYOCHBKM HAa MYTAaHTHBIX PAcTEHUSX. MyTaHTHBIN
mramm  BENodC, HecnocoOHblii  mpomymupoBath  Nod-(akTopbl, Takxke
dbopMupoBan KIIyOCHBKM Ha MYTAHTHBIX PACTCHHsIX. bBbIIO TOKa3aHO, 4YTO B
OTCYTCTBHUH 3aITyCKa IyTH CUTHAIBHON TPAHCIYKIIMH, BETYIIETO K (hOPMHPOBAHUIO
cumoOunoTnueckoro kiyoenrka Nod-(hakTopom, 3TOT MyTh aKTUBUPYETCS HaA dTare
¢ynkmonupoBanus reHoB  pactennid  GMENOD40 wu  GmNIN.  Dro
cBuzieTenbeTByeT 0 ToM, uTo T3CC cnocobHa k He3zaBucuMor oT Nod-dakTopa
aKTUBAIIUU TIyTH CUTHAJLHOW TPAHCIyKITUH, IIPUBOJISAIIEM K Pa3BUTHIO KITyOCHbBKA,
XOTs TOYHBIA MeXaHU3M IoKa octaeTcs HeusBecTHbIM (Okazaki et al., 2013).

Jpyroii cUCTEMOW CEKpPELHH, UTPAIOLIECH OIPEACICHHYI POJIb B Pa3BUTUU
CUMOMOTHYECKHX KIIyOCHBKOB, SIBIIICTCS CHCTEMa CEKPEIMH YETBEPTOTO THUIIA
(T4CC), xoTopast SBONIOIIMOHMPOBAJIa Ha OCHOBE cucTeMbl KoHbloramuu (Deakin,
Broughton, 2009). B cum6unorudeckoit cucteme Medicago-Sinorhizobium T4CC
CIIOCOOCTBYET YBEIMUYCHUIO KOJIMYECTBA KIIyOEHBKOB, XOTSI 3TO HE CO37a€T 0COOBIX
npeumyiects st pactenus (Nelson et al., 2017). Dra cucrema cekpeluu, XoTs U
sBsieTcs (paKkyIbTaTUBHOW Ui KiIyOeHbKoOOpa3oBaHus B cumbuose ¢ Medicago,
HIMPOKO pacnpoctpaneHa cpeau mrammon S. meliloti (Cao et al., 2018). T4CC
TaKKe MOXKET MMETh HETaTUBHOE BIMSHHE Ha 000OBO-pH300MANBHBIN CHUMOMO3.
Hanpumep, T4CC M. loti yxyamaer 3¢dexkruBHOE 00pa3oBaHue KIyOCHHKOB Ha
Leuceana leucocephala (Lam.) de Wit (Hubber et al., 2004).

Takum oOpazoM, B XOJ€ OHBOJNIOIUU HEKOTOPBbIE PH300MHM HAYYUIUCH
WCITOJIB30BATh CUCTEMBI CEKPEINH, HCTIOIb3YEMbIE TAaTOTEHHBIMHU OAKTEPHSIMH, JIIS

JIOCTaBKU (paKTOPOB BUPYJIECHTHOCTH B KJIETKH XO35€B, JJIsl JOCTaBKU d()PEKTOpOB,
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CIIOCOOCTBYIOIIMX PAa3BUTUI0O CUMOMOTHYECKUX OTHOUIEHUH. MHTepecHO, uTO Yy
puzobuit rensl, koaupytomue T3CC u T4CC, yacTo Ki1acTepru30BaHbl B JOKYCaxX C
TEMHU, YTO BOBJICUEHBI B BaXKHBIE JIJIsI CHMOMOTHYECKOTO Tpoliecca PyHKIMH, Ha TaK
HA3bIBAEMBIX CHUMOHMOTHYECKUX OCTPOBKAaX, TJI€ TUIOTHOCTb HWHCEPIUOHHBIX
MOCJIEOBATEIBHOCTEH OYEHb BBICOKA. JTH (PYHKLIMH MOYKHO DPa3JeiUTh Ha JBE
TPyNmbl — OTHOCALIMECS K KIyOeHbKOOOpa30BaHMIO U K (pukcaruu a3orta. beiio
MOKa3aHo, 4YTO HapylieHue B mocienoBareiabHocT NOPP, cBsizanHOe ¢
WHCEPUHOHHOW I10CIIEI0BATEIBHOCTBIO, WM CIIOHTAHHOW TOYKOBOM MyTalUEW B
T3CC, npuBOJMT K MyTaJIMCTHUeCKOMYy B3aumojeiictBuio ¢ GMRj2 (Sugawara et
al., 2018). Kpome toro, CyraBapa ¢ coaBTopaMu OOHApPY>KUJIH, YTO CIIOHTAHHAs
pexoMOnHaIUS MEXKITY WHCEPLUOHHBIMU MOCIIEA0BATEIHHOCTIMU
CUMOHMOTHYECKOTO JIOKyCa, NPUBOAsAIIAs K IOTEPE TE€HOB, HEOOXOAUMBIX IS
¢ukcammun azora u koaupyromux T3CC, mnpuBoauna K 00pa3OBaHHIO
Napa3suTUIECKOTO MTaMMa, CIIOCOOHOTO 00pa3oBath KiyOeHbkH Ha GMRj2, HO He
¢dukcupyromero azor (Sugawara et al., 2018). YUacrota Takux npeBpallleHUH U3
HECOBMECTUMBIX MHKPOOPTaHM3MOB B MYTYalHCTOB WJIM [Aapa3uTOB B
€CTECTBEHHOH cpesie JOJKHAa ObITh JTOBOJBHO BBICOKOM, TaK Kak OObEIMHEHUE
I€HOB KJIyOe€HbKOOOpa3oBaHUs, (PUMKCAIIMU a30Ta U CHCTEM CEKPEIUH B JIOKyCax
pu300MaIbHOTO TEeHOMAa, OOTaThIX WHCEPIMOHHBIMU TOCIEIOBATEIIEHOCTSIMU —

Hepeakoe seienue (Benezech et al., 2020).

1.3.4. KoHTpPOJIb MMMYHHOT'0 OTBETA CO CTOPOHBI PACTEHUSA

XoTst pu300MU XOpOIIO aJaNTHUPOBAaHbl K JACWCTBUIO 3AIUTHBIX CHUCTEM
XO035IMHa, T€ BCE K€ YACTUYHO HHIYIHUPYIOTCS Aake B Ciiydae 0Opa3oBaHHS
HOPMAJIBHBIX a30TPUKCUPYIONUX KIyOeHbKOB. Tak, TONbKO HEOOMbINas 0
OakTepuil crmocoOHAa BbI3BaTh OO0pa3oBaHWE MECT HMHQPEKIHH, U3 KOTOPBIX
pPa3BUBAIOTCS KIyOEHbKH, OOJNBIIMHCTBO MH(EKIMOHHBIX HUTEH abOpTUpyeTCs B
smuaepme win kope (Vasse et al., 1993). B ciiydae cum6Ouosa R. meliloti — M. sativa,
OBLTO BBISBIICHO HAJMUKE MECT WH(MEKIINH, B KOTOPHIX HAOIIOIAI0T TIOTHBIA HEKPO3

OakTepuaabHBIX M pacTUTeabHbIX KieTok (Vasse et al., 1993). B Ttakux
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HEKPOTHYECKHUX caiiTax Oblja BhISIBJICHA AKTUBHAS KUCJAs pacTUTEIbHAS XUTHHA3A,
KOTOpas  CBsi3aHa C  pa3BUTHEM  3alIUTHBIX  peakuuil.  Hampotus,
deHmnanaHMHAMMHAK JMa3a U XaJKOH CHHTa3a — (DepMEHTHI, KOTOpPhIE UTPaioT
BOXHYI0O pOJIb B OWOCHMHTE3e (PIIaBOHOMIOB — OOHApYXUBAIUCh KaK B
HEKPOTHUYECKUX, TaK M B JKUBBIX KJIETKax. Takum o0pa3oM, pacTeHUE-XO3iWH
OTPAaHUYMBAET Pa3BUTHE 3HAUYUTEIHHOW YaCTH HMH(DEKIMOHHBIX HHUTEW 3a CUeT
OTBETOB, CXOJHBIX C pEeaKIUeH TUNepuyBCTBUTENLHOCTH. ClieayeT OTMETUTh, YTO
TaKHUe OTBETHI MHAYIIUPYIOTCS TOJIBKO TEMU PU300HUSIMHU, KOTOpBIE Mpou3BoaaT Nod-
¢dakropbl. OYEeBUAHO, YTO OHU WIPAIOT JBOSKYIO pPOJb: C OJHOM CTOPOHBI,
3aIyCKaloT CUMOMOTHYECKUN CUTHAJIBHBIA Kackal, a ¢ JIpyroil — MoryT ObITh
NHUCUTOPAMU PEAKIUU THUIEPUYYBCTBUTEIBHOCTH, 4YTO II03BOJISIET PACTEHUIO
KOHTPOJIMPOBATh KOJMYECTBO CaliTOB MH(EKINU. BechbMa CyIieCTBEHHBIM SBISIETCS
BOIIPOC O TOM, NIOYEMY PEaKIUsl TMIIEPUYBCTBUTEIBHOCTH 3aIyCKAETCS TOJIBKO B
HEKOTOpBIX caiiTax mHpeknuu. Kpome toro, kak Obuio ykazano Beime, Nod-
bakTopsl MOTYT OBITh PYHKITMOHATBHO 3aMeHeHbl T3CC, BUPYJIECHTHBIM (PaKTOpOM
NIATOT€HOB, YTO €IlIe pa3 MOJAYEPKHUBACT JBOMCTBEHHBIH Xapaktep Biusaus Nod-
(bakTOpOB Ha PACTUTEIHHBIN UMMYHHUTET.

Jlaxke TIpu COBMECTHUMBIX B3aMMOJICHCTBHUSIX camMa HWH(EKIIMOHHAS HHThH
SBJIIETCSl arpEeCCUBHOM CpeloM it pu300uH, BbI3bIBasg aKTUBALMIO OTBETa Ha
o0muii ctpecc y 6akrepuit. Tak, Ay myTanTHOro mramma B. japonicum 6e3 curma-
dakTopa sKcTparmroIuiazmMaTuaeckoro crpecca ECfG, Obuto mokasaHo, 4ro mpu
B3aUMOJICUCTBUM C pacTeHusiMu G. max, oOpa3yroiiuecss HEMHOTOYHCICHHBIC
KITyOCHBKOBBIE TPUMOPIUU HE Pa3BUBAINCh B KIYOEHBKH, COJEp)KaId BCETO
HECKOJIbKO WH(EKIIMOHHBIX HUTEH M HE CoJepKaii WH(OUIIMPOBAHHBIX KJIETOK,
an60 ObUTM €Na00 KOJIOHU3UPOBAHBI. DTH (DAKTHI CBUACTENHCTBYIOT O TOM, YTO
IPOIIECCHI, KOHTpOIHpyeMbie curma-akropoM ECfG umeroT pemaromiee 3HaueHHE
JUIsl Tipoiiecca MHGEKIMU. AKTUBHOCTh JJAHHOTO curma-gakTopa HaOJroanach B
KJIETKaX MUKPOKOJIOHUU B CKPYYEHHOM KOPHEBOM BOJIOCKE, a TaKXkKe BHYTPHU
WHPEKIMOHHBIX  HUTEH, HO HE B  a30TPUKCUPYIONIUX  OaKTepouaax.

[IpumedaTenbHO, 4TO MOAOOHBIN MATTEPH IKCIPECCHUU OBLT TaKKe OMUCAH IS
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RpoE2 S. meliloti, ognako, atoT oprosor curma-pakropa ECfG B. japonicum ObL1
HeoOs3aTencH s GpopmupoBanus cumonosa (Jamet et al., 2003; Capela et al.,
2006; Sauviac et al., 2007).

OTtcyTcTBUE curHana B 0akTepouaax yKa3bIBaeT Ha TO, UTO OTBET Ha OOMIMIA
cTtpecc He aktuBupyercs Ha 3toMm odtame (Ledermann et al., 2018). 3Oro
CBUACTEIBCTBYET O TOM, YTO 00O0BBIE pACTEHHS UMEIOT Pa3IMYHbIC MEXaHU3MBI JIJIs
MOJABJIICHUS] CBOMX MMMYHHBIX OTBETOB U OO0ECHEYEHHS YCTOWYHMBOCTHU
OakTeponnioB. B mocneaHune Bpems HUIACHTH(PHUIMPOBAHO MHOTO HOBBIX T'€HOB-
YY4aCTHUKOB 3TOro mnporecca. Tak, mocie BbIXoAa OakTepudl B LMUTOILIA3My
pacTuTenbHOM KiIeTkH Takue redbl kak MIDNF2, MtRSD1, MtSymCRK, u MtNad1
TIOJIABJISTIOT PACTUTEIHHBIC 3aUTHBIC peakiuu (PucyHok 8).

y M truncatula MtDNF2  xomupyer  Genok,  MOAOOHBIM
docharumunuaozuto—pochonunasze C (Bourcy et al., 2013) HMurtepecHo, 4To
YCIIOBUS BBIPALIUBAHUS PACTEHUH MOTYT BIMATH Ha pe3ynbrar padotst MIDNF2,
KOTOPBIN MPH BhIpAIIMBAaHUHU B 0COOO YMCTBIX YCIOBHIX Ha arapo3e uiu ¢urorenie
OKa3bIBaeTCAd HE0oO0s3aTeNbHbIM A (popmupoBaHus 3(P(HEKTUBHOTO CUMOHMO3a
(Berrabah et al., 2014).

I'ern M. truncatula MtRSD1 komupyer C2H2 tpaHCKpUNIIMOHHBIH (hakTOop.
MtRSD1 neiicTByeT kKak TpaHCKPUMIMOHHBIM pemnpeccop rena MtVAMP721a,
KOTOPBIN KOJIUPYET aCCOIMUPOBAHHBIA C BE3UKyJaMU MeMOpaHHBIN Oenok 721a.
Dta penpeccusi, BEpOATHO, OJOKUPYET aJbTEPHATUBHBINM CEKPETOPHBIA IyTh,
KOTOPBIA MOKET KOHKYpUPOBATh C TEM, UTO BOBJIEYEH B OMOTre€HE3 CUMOMOCOM, WIIH
MOXET BIMSATh Ha 3alUTHbIC peakiuu. Mytant Mtrsdl  ¢dopmupyer
Her(h(pekTuBHbIE KIyOeHbKM ¢ HeAuPhepeHIIMPOBAHHBIMU CUMOHOCOMaMU
(Sinharoy et al., 2013).

MtSymCRK komupyeT penentop-nmoJo0Hyr0 KHHA3y HE COJEpIKallyio
AMUHOKHCIIOTHOTO OCTaTKa aprMHHUHA TIepel] acrmapTaroM B aKTUBHOM IICHTpE
(Berrabah et al., 2014). MyrtaHTt 1o 3TomMy TreHy (GopMupyeT Hed(PPEKTHBHBIC U
HEKPOTUYHBIE KITyOEHBKH, B KOTOPBIX OaKTEpOUIbI MEJbue, YeM B JUKOM THIIE.

Dkcnpeccus TeHOB, Koaupyronux HekoTopbie 3 NCR-nienTimoB, CUIBbHO CHUKEHA
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B 3THUX KJ'IY6€HBK8,X. B 10 e camoe BpEMs, OKCIIPECCHUA I'CHOB, CBsA3AaHHBIX C
3alIUTHBIM OTBCTOM, 3HAYUTCIBHO YBCIMYCHA. B KHY6CHBK3X O6H3pY)KI/IBaJ'IaCL

CMeCh MEPTBBIX M JKHUBBIX OakTepounoB (Sinharoy et al., 2016).
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Pucynok 8. — 3amurtHble peaknun B 0000B0-pr300HaJIbHOM CHMOHO3e

Penientop pacro3HaBanusi IaTTEPHOB X03siMHA pacnio3HaeT puzodbuanbubie MAMP,
BbI3bIBAasl BPEMEHHYIO0 MHIYKIHMIO 3alIUTHBIX OTBETOB y pacTeHWil. Penentopbl
NFR1 u NFRS cBsssiBatorcst ¢ Nod-dakTopamu U 3ammycKalOT CUMOMOTHYECKUH
CUTHAJIbHBIN Kackajl. Bo BpeMs KOJOHHU3auu pu3001H CEKpETUPYIOT 3 (PeKTOpHbIE
oenku epe3 T3SS u T4SS st cHMKeHUST WM OJIOKMPOBKM MMMYHHBIX OTBETOB
XO035IMHA, YTO MO3BOJISIET YCTAHOBUTH CUMOMOTUYECKUE OTHOILIEHUs. PacTuTenpHbIe
oenku DNF2, NAD1, RSD u SymCRK y4acTByOT B MOJaBJI€HUH UMMYyHUTETA
X035IMHa, KOTOPBIM, MO-BUAMMOMY, CIEUU(DUYECKH UHTHOUPYET TEPMHUHAIbHYIO
muddepentiupoBky 6akrepounoB. Cokpamienus: EPS, sk3omonucaxapuasr, LPS,
munononrcaxapubl; LRR, 6oraterit neiiumaom noBTop; LysM, TU3HHOBBIN MOTHB,
MAMP, wMukpoO-accOMMPOBAHHbIE MOJEKYJISpHbIE CTPYKTypbl; NBS, caiiT
cBs3biBaHusl HykieoTunoB; NFR, penentop k Nod-daktopy; PRR, penentop
pacno3HaBanusi narrepHoB; RLK, penentop-nogoOnas kunHaza; T3SS, cucrema
cekperuu tuna III; T4SS, cucrema cekperuu [V tuna (Cao et al., 2017).

MINAD1  komupyer  HEOONBIIOW  HEOXapaKTEpU30BaHHBIM  OEJOK,
JIOKANU3YIOUMICS B JHAOIIA3MATUYECKOM peTHKyiayMe. KiyOeHbKM MyTaHTa
Mtnadl-1 XapaKTEPU3YIOTCS YBEIIMYEHHBIMH nepuOaKTEPOUTHEIMHU

IPOCTPAHCTBAMU B CHUMOMOCOMax M HEKOTOpble CUMOHMOCOMBI COJIEpKaT IO JIBa
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O0akTepouna. MudumpoBaHHble KIETKM U CUMOMOCOMBI MOJBEPIatOTCs HEKPO3Y
cpasy 1ocie BeIxoj1a 0akTepuii u3 nHpeKInoHHbIX Kamens (Wang et al., 2016).

Opnako, reast MIDNF2, MtSymCRK, MtRSD1 u MINAD1 nHe pabortaroT
BMECTE B OJIHOM CUTHAJIbHOM IyTH. Ha OCHOBaHMM SKCHPECCUOHHOTO MaTTepHa U
TEHETHYECKOTO aHanm3a Obuto mpenamonoxkeHo, uro MIDNF2 pabGortaer o
MtSymCRK u MtRSD1 (Berrabah et al., 2015). Heo6xogumMo OTMETUTH, YTO
MexaHu3Mbl, omocpenoBanHpie MtSymCRK, MtDNF2, M{NAD1 u MItRSD1,
SBJITFOTCSL CTIENU(PUYHBIMU TSI pacTeHU C HeoOpatumon muddepeHIrpoBKOn
OaktepousoB B kiyoOenbkax (Yu et al., 2019). Myrautel mo renam MtNAD1 u
MtSymCRK y L. japonicus He AeMOHCTPUPYIOT ()EHOTHUIIBI C YCUICHUEM 3aIUTHBIX
peaKkiui, 3anporpaMMUPOBAHHON KJIETOYHOM THOENbI0 M PaHHUM CTapeHUEM B
kayoenpkax (Yu et al.,, 2019). Takum o0pa3oMm, CYIIECTBYIOT Pa3IM4Hs B POJIH
BPO’KJICHHOI'O UIMMYHHUTETA PACTEHUN B KIIyOEHbKAX C 0OpaTUMOW U HEOOpaTUMOU
mudpepeHIpOBKON pU300Mii B OakTepou bl U MexaHu3sMax mnojasieHus PTI u
o0ecrniedyeHns: yCTOHYUBOCTH OAKTEPOUIOB.

VYuactue ynomsHyThix Bbime NCR mentumoB u  Oenka BacA B
muddepennupoBke OakTepuii B pacTeHUsX, mpuHamiexamux kK kimage IRLC,
SBJIICTCSI TIOPA3UTEIILHBIM TMPUMEPOM, KaK JJIEMEHTHl WH(OEKIUU OakTepuil u
CHCTEMBI 3alIUThl PACTCHHsI OBUIH MCIIOIH30BaHBI B XO/€ IBOJIOIUU IS Pa3BUTHS
CUMOMOTUYECKHX OTHOIICHUN, B pe3yJbTaTe€ Yero IMOsSBWIACh HeoOpaTumas
mupdepeHurpoBKa  OaKTEPOUJIOB, HMEIONIIAs, BEPOSTHO,  HBOJIIOLMOHHOE
IPEUMYIIECTBO, MOCKOJIbKY ObUIO TOKa3aHO, YTO OHAa BO3HHUKala B 3BOJIOLUU

HeoaHokpatHo (Oono et al., 2011).

1.4. Poab aktuBHbIX ¢opm Kuciaoponra B  (GopMUPOBAHMU
CUMOHMOTHYECKOr0 KiIy0OeHbKa

Canroc ¢ coaBropamu (Santos et al., 2001) mokazanu, yro M. sativa oTBeuaer

Ha WHOKYJuio aukuM mrtammoMm S. meliloti Bpemennoi BbipaboTkoit ADK.

Jlo6asnienne NOd-(hakTOpoB MPUBOAKUT K KPATKOBPEMEHHOMY YBEIIMYCHUIO YPOBHSI

IEPpOKCHUZIa BOJOPOJa B KOHUMKE AKTHBHO pPacTymero KOPHEBOI'O BOJIOCKA Y
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Phaseolus vulgaris L. (Cardenas, Quinto, 2008). OxHako, yke depe3 HEeCKOJIbKO
MUHYT camMu Nod-dakTopbl HHTHOUPYIOT MPOAYKIIMIO MIEpOKcHIa Bogopoaa (Shaw,
Long, 2003; Lohar et al.,, 2007), Tak kaK 3TO SBISETCA HEOOXOMMMBIM IS
nepopmanuii KOPHEBBIX BOJIOCKOB IPH ycTaHOBIeHMH cumOuosa (Lohar et al.,
2007). O6pabotka cremududeckum uHruOutopom HAJIDH-okcumazsr RBOH,
KJIIFOYEeBOTO (epMeHTa, ydacTByromero B mpom3BoacTBe ADK, mpemorspamaet
CKpYYHMBaHHE KOPHEBBIX BOJIOCKOB M pusoOHuanbHyto uHdpekiuo (D'Haeze et al.,
2003; Peleg-Grossman et al., 2012). Cynepokcua-aHHOH M TEPOKCHI BOJOPOJIA
TaK)Ke BBISABISIOTCS B WH(MEKIMOHHBIX HUTAX W B WHQUIIMPOBAHHBIX KJIETKaX
pactenus (Santos et al., 2001; Ramu et al., 2002; D'Haeze et al., 2003; Rubio et al.,
2004). TIlepoxcua BOJOPOJA, BEPOSITHO, IOJIOKUTEIBHO BIHMSIET HAa POCT
undekmonnor wutu (Rathbun et al., 2002). Kpome Toro, crnenupuyeckas
NOCTTPAHCIIAIMOHHAS MOTUGUKAIMS OCJIKOB TEPOKCHIOM BOAOPOAA MOMXKET
IPOMCXOIUTH B MaTpukce nHdekmonHou uutu (Oger et al., 2012). Poss nepokcuaa
BOJIOpPOJIa TIOATBEPKIAeTCS (POpMUPOBaHHEM a0epPaHTHBIX HH(DEKIIMOHHBIX HUTEH
U 3aJIepKKON KITyOEHbKOOOpA30BaHUs MPU WHOKYJSAIWU PACTCHUN IITAMMOM .
meliloti co cBepxakcnpeccueit reHa, koaupytromiero karanasy (Jamet et al., 2007).

[Mepoxcun BOJIOPO/Ia, I0-BUAUMOMY, TaKXKe KOHTPOJHPYET
nudepeHIMPOBKY OaKTepuil B cMMOHOTHYECKYIO popmy, T.K. myTtanT S. meliloti
no karanase (katB/katC) dbopmupoBan kinyOeHbkH ¢ HeaudhepeHIMPOBAHHBIMU
oaktepounamu (Jamet et al., 2003). HegaBHo ObLTO MOKa3aHO, YTO THOPEIOKCHUH
TrxS1 xouTponupyer auddepeHIupoBKy OaKTEpPOUOB Uepe3 OKUCIUTEIHHO-
BOCCTAHOBUTEJIBHOE COCTOsIHME nucTerH-O0oraroro mentuaa NCR335 (Ribeiro et
al., 2015). Kpome Toro, nmepekcu1 BOJ0po/ia HaKaIIMBAJICS BOKPYT CHMOHOCOMHOM
¥ 0aKTepOUIHONW MEMOpPAH CTapEIOIIMX CUMOMOCOM, YTO YKa3bIBAET HA €ro pojb B
nporiecce craperus (Alesandrini et al., 2003; Rubio et al., 2004).

Cnenyer Takxke OTMETUTh, YTO B a30THUKCUPYIOMUX KIyOeHbKax
MHOTOUYHCJICHHBIE TMPOIECChl CrnocoOCTBYIOT oOpa3oBanuio ADK. Tak, cunTes
CYNEPOKCUI-aHMOHA W TIEPOKCHJA BOJOPOJAa AaCCOIMHUPOBAH C  BBICOKOMU

JBIXaTeIPHOM aKTUBHOCTBIO, HEOOXOMMMOM ISl TozjepkaHus S(PpGheKTUBHON
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a30TQUKCAUH, ABTOOKUCIECHUEM KUCIOPOACOAEpKAIMX (HOPM JIETTeMOrIo0uHa U
OKHCJIEHUEM HEKOTOPBIX OEJNKOB C CHUJIBHBIM BOCCTAHOBUTEJIbHBIM MOTEHIMAIOM
(muTporeHassl, ¢peppenokcuna, ruaporenasbl) (Chang et al., 2009). Onnako, 31tn
IPOLIECCHI HE TIPUBOAAT K PA3BUTHIO OKCUIIUTENIBHOTO B3pbIBA, KaK, HAIIPUMED, IPU
B3aMMOJICHCTBUH C MaTOreHHbIMU Mukpoopranuzmamu (del Rio, 2015; Sewelam et
al., 2016).

Takum o0pazoM, 0000BO€ pacTeHUE [OKHO HMMETh MEXAHHU3MBI IS
rOMEOCTaTUYECKOTO KOHTpoiss ypoBHed ADK, perymupys wux ydactue B
CUTHAJIBHBIX KAaCKaJaxX U B METa0O0JIM3Me, KaK JAJi1 (POPMHUPOBAHUS YCTONUHNBOCTH K
00JI€3HSAM TIPU NMaTOT€HHBIX B3aUMOJICHCTBUSAX, TaK U Ul KIIyOEHbKOOOpa30BaHUS
npu cumOuorryeckux (Becana et al., 2010; Ribeiro et al., 2015; Damiani et al.,
2016). OnHUM U3 TAKHX MEXaHU3MOB SIBIISICTCS aHTUOKCUIAHTHASI CHCTEMA 3aIUThI
pacTeHusi, B TOM uwmcie, THoJMOBBIM Ttpurnentuny GSH. GSH wHe Tombko
B3auMoJencTByeT ¢ ADK, N3MEHsIST OKUCIUTEIbHO-BOCCTAHOBUTEIBHOE COCTOSTHUE
KJIETKU U €€ KOMIIapTMEHTOB, HO TAKXE MOXET II0-Pa3HOMY B3aUMOJCHCTBOBATH C
OelKaMHi TOCPEJCTBOM THUOJ-AUCYJIbPUIHOTO OOMEHAa U CBSI3aHHBIX C HUM
nporieccoB (Matamoros, Becana, 2020). DT1o cTpaTerndyeckoe MOJ0XKCHUE MEKITY
KJIETOYHBIMA OKHCIHUTENSIMH W BOCCTaHOBUTENIsAMH, JenaeT cuctemy GSH
UJeaNbHOW JJIs BBIMIOJHEHUSI Takke M curHanbHbIX QyHkiui. GSH yyacTtByer B
(Gu3MONOrMYecKUXx  Mpoleccax, CBA3aHHBIX € pa3BUTHEM  PACTEHUH,
B3aUMOJICCTBUEM € CHUMOMOTMYECKMMH MUKpPOOpPraHU3MaMH U 3allMTHBIMU

orseramu (Noctor et al., 2012).

1.5. TwuoJioBble TPUNENTHABI [JIYTATHOH U TOMOTJTYTATHOH

Cunre3 GSH BxmrouaeT B cebst 1Be ATd-3aBucumele peaknuu (Pucynok 9A).
[lepBas, numutupyromas, peakuus obOpazoBanus y-I'nmy-Lluc w3 riyramara u
LMCTEMHA KaTalu3upyercs y-riayTramuinuctenH cunrerasou (y-ECS), kotopas
komupyercs Tenom GSH1. OGOpasyromascs amujHas CBS3b MEXAY V-
KapOOKCUJIBHOM Tpynmoi riiyramara ¢ aMUHOTpynmnou mucrtenHa 3aumiiaer GSH

OT ruipoau3a nentuaazamu. Bropas cragus cunare3a GSH u3 y-I'ny-1uc u rmununa
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Kartanu3upyetrcsi riytaTioH cuHterazol (GSHS), koTopas koaupyercsi T€HOM
GSHS (Frendo et al., 2001) (Pucynok 9A).

buonornueckne ¢ynkmuum GSH cBsi3aHbI B OCHOBHOM C OOpaTHMBIMH
OKHUCIIUTEIIbHO-BOCCTAHOBUTEIBHBIMU PEAKIIUSAMHA THOJOBOM TPYNIbl LIUCTEUHA,
KOTOPBIE€ MPUBOJAT K COCYIIECTBOBAHUIO B KJIETKE B JBYX OCHOBHBIX CTAOMIBHBIX
¢bopM 3TOro THOJNA: BOCCTAHOBJIEHHOW M OKHCIIEHHOM, B KOTOPOI JBE MOJIEKYJIbI
CBSI3aHbI JUCYJIb(PUIHON CBA3BI0. B ONTUMANBHBIX YCIOBUSAX 3HAYEHUSI OTHOIICHUS
BOCCTAHOBJICHHOW (DOPMBI K OKHUCJIEHHON JOBOJIBHO BBICOKM B KieTKe. Pemokc-
craryc GSH  mnoxpnepxuBaeTcsi Ha  BBICOKOM  ypPOBHE C  I[OMOIIBIO
IIyTaTHOHPEAYKTa3bl, KoTopasd ucnoyib3yeT HAJIOH B kauecTBe BOocCTaHABUTENS
(Queval et al., 2011).

VY pactrennit GSH BMecTe ¢ ackopOaToM SBJISIFOTCS OCHOBHBIMU KJIETOYHBIMU
OKHCIIUTEIbHO-BOCCTaHOBUTEIbHEIME Oydepamu (Rouhier et al., 2008a). GSH
OOHapy»XeH MPAKTUYECKHM BO BCEX KOMITAPTMEHTAX KIIETKH, OJHAKO, HaumboJjiee
BBICOKOW KOHUEHTpPAUMEN XapakTEpU3YIOTCA MHUTOXOHJPUHU, LHUTO30Jb H
xyoporutactel  pactutenbHor Kietkm (Queval et al.,, 2011). GSH wmoxer
pearupoBaTh C OCTaTKaMH IHUCTEUHAa OEJIKOB ¢ 0Opa30BaHHEM CMEIIaHHBIX
JTUCYIh(UIOB MOCPEICTBOM Mpoliecca TITyTaTHOHUIUPOBAHKS, HO 110 CPABHEHUIO C
YKUBOTHBIMH, 3TOT IPOILIeCC MO-MPeKHEMY Masion3ydeH y pacrenuid (Dixon et al.,
2005; Zaffagnini et al., 2012). I'myrapeqoKCHHBI, KOTOPBIC CBSI3BIBAIOT
OKHUCJIMTEIbHO-BOCCTAHOBUTENbHBIN TOTeHIIMan GSH ¢ u3MeHeHus MU THOI-
TUCYIb(PUIHOTO cTaTyca 0EJKOB, y4aCTBYIOT B MPOIIECCE JIETITYyTATUOHIIMPOBAHUS
U B pEreHepanud MHOXECTBa (EPMEHTOB, TaKUX KaK MEPOKCUPEIOKCUHBI U
MeTHoHUHCYIbokcuapeaykrasbl (Rouhier et al., 2008b; Rouhier, 2010; Lillig,
Berndt, 2013).
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Pucynok 9. — Cunre3 GSH n hGSH

AT®-3aBucuMbIE peakiuu, ¢ oOpazoBaHueM y-I'nmy-Iluc u3 rioyramara u 1ucTerHa
y-TayTamwicTens cuaTerazoit (Y-ECS), n no6aBnenne rimmmHa kK C-KOHILY Y-
[ny-Iluc, katanmusupyemoe riaytatioH cuateta3oi (GSHS). [Ipu cuate3e hGSH f3-
aJlaHWH 3aMEHsIeT TJUIMH BO BTOPOH peakIuy, KaTaJu3upyeMOill TOMOTIYTaTHOH
curerazor (hGSHS). depmentsr: y-ECS (1), GSHS (2) uw hGSHS (3). B
KITyOeHbKax 0000BBIX pacTenuid, npoayrupyomux GSH, peakius 1 mpoucxoaut B
OakTepousax, TIACTUAX M MUTOXOHAPUSIX, a peaknus 2 — B OaKkTepouaax,
MUTOXOHAPUIX U 1IUTO30j€. B KimyOeHbpKax O000BBIX paCTCHHH, MPOIYITUPYIOITHX
hGSH, peakumst 1 mpoucxoaut B OakTepougax M IUIACTUIAX, PEAKIUS 2 — B
OakTepousiax, a peakius 3 — B IUTO30JI€ U, BEPOSITHO, TaKXke B rmactugax. CTpenku
B TIPEPHIBUCTHIX JIMHHUSAX YKa3bIBAIOT HA BO3MOXKHBIN BKJIaJ OaKTEpOHWIOB U

MUTOXOHAPUMA B IMTO30JbHBIN My7l GSH u mactun — B nuTo30ibHBIHN My hGSH
(Moran et al., 2000).

GSH moxer TakXe pearupoBaTh C MHOTOYMCIIEHHBIMM SHIOTCHHBIMU M

KCEHOOMOTHYECKUMHU DJIEKTPOPUIBHBIMUA COSAMHEHUSIMU dYepe3 TIyTaTHOH-S-

tpancdepassbl (Dixon et al., 2010; Cummins et al., 2011). Haxonen, GSH taxke
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3aIMIIAET PACTEHUS OT TSKEIBIX METAJJIOB IMyTeM 00pa3oBaHUs (PUTOXENATHUHOB,
KoTopble sBIsitOTCS  onuromepamu  GSH.  duroxenatuHbl CUHTE3UPYIOTCS
dbuToXemaTuHCHHTA30M1, KoTopas ucnoyb3dyer GSH B kauecTBe cyocTpara (Clemens,
2006).

GSH wurpaer pemaroiiyro pojib B pa3BUTUU PACTEHUN U aJlallTallii PaCTCHUIN
K OKpyXaromiei cpene. Ananmm3 denotunoB myrantoB A. thaliana ¢ medumurom
GSH mnoxkazan, yto GSH yvacTByer B pa3BUTUU 3MOpHMOHA M PACTUTEIBHBIX
mepucteM (Vernoux et al., 2000; Cairns et al., 2006; Schippers et al., 2016). B
uccienoBanusx myrtanta A. thaliana Atraxl, koTopslii UMEET TOJBKO MOJOBHUHY
HopMasibHOrO ypoBHS GSH B nucThsX, ObUIa TMOKa3aHAa KOHCTUTYTHBHAs
IKCITPECCHSI UHAYLUPYEMOt (OTOOKUCTUTETHHBIM CTpeccoM
ackopOaTnepokcuaassl 2, 4to cBuaeTenbeTByeT 0 poau GSH Takke B mepepaue
ceeToBbIX curHaiioB (Ball et al., 2004).

Onnako posp GSH He orpaHnymBaeTCs peryisiiued pocTa pacTEeHUH M
amanramnuet k abuoruueckor cpene. GSH yuacTByeT B oTBeTax pacTeHUW U Ha
ounotnueckue ctumyJsl (Frendo et al., 2013). GSH HeoOxoauM i ONTUMATBHON
3alUThl pacTeHudd oT mnaroreHoB. Hekoropeie 3¢dextst GSH Bo Bpems
B3aMMOJICHCTBHSI C MATOTEHAMH, BEPOSTHO, CBSI3aHBI C €T0 CHUTHAJIBHOW POJIBIO,
TOTJa Kak JIpyrue — ¢ CHHTE30M (DUTOTOPMOHOB M BTOPUYHBIX METaOOJIUTOB.
Baxkaple gaHHbIC OBLTHM MOJY4YCHBI MyTeM aHanu3a myTantoB A. thaliana ¢
nepunmrom GSH. MyrtanT Atpad2 Obim MaeHTUPHUIMPOBAH KaK AC()EKTHBIA IO
CUHTE3Y MHJOJILHOTO (pUTOANIEKCHHA KaMaJleKCHHA, COJIeP KAlllero OJIUH aToM S Ha
MOJIEKYJY, U THa30JbHOE KOJIBIIO KOTOPOIO0 YaCTMYHO OOpa30BaHO M3 LMCTEHHA
(Glazebrook, Ausubel, 1994). DOrtor wmyrtanT, aedektHbii mo reny GSHI,
XapaKTEPHU3yeTCs TAKKE HAPYIICHHBIM CHHTE30M 3aIUTHBIX OCJIKOB, CATUITUIOBON
KHCJIOTHI M TIOBBIIICHHOH YyBCTBUTCIBHOCTBIO K maroremam P. syringae,
Phytophthora brassicae u Botrytis cinerea (Roetschi et al., 2001; Ferrari et al., 2003;
Parisy et al., 2007). Ilpu u3yuenun mytantoB A. thaliana, nedekTHbIX Mo reHy
GSH1, cpenu xotopsix Atpad2 mmen camoe Huskoe conepkanne GSH B muCThsX,

Atcad? — mpomexyrouHoe, u Atraxl — camoe Bbicokoe cojaepxkanne GSH mo
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CPaBHEHHUIO C PACTCHHSIMH JUKOTO THIIA, ObLIO MOKa3aHo, 4yTo KoimdectBo GSH B
STHX MyTaHTaxX KOPPEIUPOBAJO ¢ MX yCToH4YMBOCTHIO K P. brassicae (Parisy et al.,
2007). Bbputo BBIABHMHYTO MPEIIOJIOKEHUE, YTO OIpeaeicHHbId ypoBeHb GSH
HEOOXOJUM [JIsl CHHTE3a COCTUHEHHM, CBS3aHHBIX C 3aIMTON OT MaTOTEHOB U
YCTOWYMBOCTH K OOJIC3HSAM. DTOT yPOBEHb MOXKET BapPbHPOBATHCS B 3aBUCUMOCTH
OT YCJIOBHU WM CHEIM(PUIHOCTH TaToreHa. B ciydyae cuHTe3a KaMalleKCHHA OBLIO
noka3zano, 4yto GSH HeoOxomuM B KauecTBE MPEIIECTBEHHUKA THA30JBHOTO
KoJtbIra aToro puroanekcuua (Bottcher et al., 2009; Su et al., 2011).

[Tomumo BIWSIHWST Ha CHHTE3 KaMallekCHHa MW YCTOWYMBOCTh K
MHUKpOOpranu3Mam, MyTanT Atpad2 1eMOHCTpUPYET MOHMKECHHYIO YCTOWYHBOCTD K
HacekomoMy Spodoptera littoralis. /[Ba ocHOBHBIX WHAONA W anu(aTHYSCKUE
TJIIOKO3UHOJATHI, TMPOAYIMpYeMble B OTBET HA IIOCJaHWE HACCKOMBIMH,
HAKaIIMBAIOTCS y 3TOT0 MyTaHTa B TOpa3f0 MEHBIICH CTEIEeHU, YeM y PacTeHUH
JUKOTO THIA, MpUYeM 3TOT 3P(EKT MOKeT ObITh ycTpaHeH nodasienueM GSH, Ho
HE JUTHOTPEUTOJIa — OOIIETr0 BOCCTAHOBUTEINS TUCYIh(UIOB. BeposTHO, Kak U B
cirydae ¢ kamajaekcnHoM, GSH HeoOxomuM 11t CHHTE3a TIFOKO3HHOJIAaTa B KAUECTBE
UCTOYHUKA CEphbl, & HC B KAYSCTBE CHTHAIBHON WM PETYIATOPHOU MOJICKYIIBI
(Schlaeppi et al., 2008).

Onnako GSH HE TOIBKO CIYKUT UCTOUHUKOM BOCCTAHOBJICHHOW CEphI JJIs
CHHTE3a BTOPUYHBIX METAa0OJMTOB, HO M YYacTBYeT B IMpOIECCax Iepenadn
CUTHAJIOB. DK30reHHbli GSH M0okeT MMUTHPOBATh IEWCTBHE TPUOHBIX SITMCUTOPOB
U BBI3bIBaTh aKTHUBAIMIO DKCIIpeccHHu 3amuTHbIX reHoB (Dron et al., 1988; Wingate
et al., 1988), sxirouas PR1 (Gomez et al., 2004; Senda, Ogawa, 2004). bosnee Toro,
Hakorieane GSH 3amyckaercs nadeknuelt pasnuunbix maroreHoB (Edwards et al.,
1991; May et al., 1996). Conepxanne GSH yBemuuuBaeTcsi BO BpeMms
B3aMMOJICHCTBHS MKy raJyioBeiMu Hematogamu u M. truncatula (Baldacci-Cresp
et al., 2012). Hakomienne GSH B kopHsIX mpejacTaBuTescii Brassicaceae sipisercs
MOJIOKUTEIIHBHBIM MapPKEPOM KUJIbI — 00JIE3HU, BRI3BAHHOW OMOTPOHBIM MaTOTC€HOM
Plasmodiophora brassicae (Wagner et al., 2012). Dtu OTBeThI TakXe MOTYT

BKJIKOYAaTb XapaKTCPHBIC BPCMCHHEIC HU3MCHCHMUA OKHUCIIUTCIIBbHO-
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BoccraHoBuTenbHOro coctossuus GSH (Vanacker et al., 2000; Parisy et al., 2007).
[Tono6HBIe 3 (DEKTHI, BEI3BIBAIOTCS TAKXKE YK30M€HHOM CaTUITUIOBOM KUCIOTON WITH
OMOJIOTMYCCKH aKTHUBHBIMH aHaJoraMu canmuuioBoit kuciaorel (Mou et al., 2003;
Mateo et al., 2006; Koornneef et al., 2008).

Tuon-gucynbGUIHBI CcTaTyC TaKXKe YyYacTBYeT B KOHTPOJE MacTep-
peryasitopa NPR1, xotopeiii BMecte ¢ apyrumu NPR-Oenkamu siBIsieTCs 4acThiO
peuenTopa camummioBor kuciaotel (Tada et al., 2008; Backer et al., 2019).
Nunykiuys sxenpeccun PR-reHoB B 3TOM calMITMIaT-3aBUCUMOM TTYTH TTPOUCXOTAT
32 Cu4eT MOHOMEpHU3allUM OJUTOMEpPHOTO IuTo30ibHOr0 Oenka NPR1, xotopas
OTKPBIBAET CUTHAJIBHBIN MOTHUB s/iepHON Jokann3auuu U NPR1 nepememaercs B
AJIpO, T7I€ OH B3aUMOJAEHCTBYET ¢ (pakTopamu TpaHckpunuuu TGA, KOTOpbIe TaKxKe
SBIISIOTCS penokc-uyBcTBUTeNbHBIMU (Després et al., 2003). IIpeoGpaszoBanue
NPR1 B MoHOMep TpeOyeT mpsIMOro B3aMMOEHCTBHUS C CATIMUUIOBOM KHCIOTOM
(Backer et al., 2019), a Takke BOCCTaHOBJICHUS IHCYIb(OUIHBIX CBsI3EH
OJIMroMepHo# (opMbl. ITO MpeodpazoBaHKe MPOUCXOAUT IN Vitro B 6ydepe GSH /
GSSG (Mou et al., 2003). Xors akruBanms Oenxka NPR1 mpoucxomut 3a cuer
BOCCTAHOBJICHUS JTUCYJIb(QUAHBIX CBS3€H, M3HAYAIBHBIM CTUMYJIOM, BEAYIIUM K
aktuBauun PR-reHOB, sBIseTCS oOKHCieHUE. Upe3MepHOE OKHUCICHHE MOXKET
MPUBOJNTh K PEAKIMHM THUIICPYYBCTBUTEIHLHOCTH, YTO B OOJBIIMHCTBE CIydacB
cBs3aHo ¢ npoaykuued ADK B anoruiacte, 0IHAKO, OKUCIUTENBHBIN CTPECC BHYTPU
KIETKH TaKKe MOXET TPUBOJAWTh K TOMOOHBIM peaknusM. BeposrtHo,
OKHCIUTEIbHO-BOCCTAaHOBUTENIbHBIM ToTeHIMan GSH (wim Hakorienne GSSH)
MOXET UIpaTh pOJb B IpoIleccax 3alporpaMUPOBAHHON KJIETOYHON THOEIH.
Hampumep, yBenuuenwe obmiero ypoBHs GSH B 1HMCTBSIX, BBI3BaHHOE
HKTOMUYECKON CcBepxdkcmpeccuein y-ECS B xmopormactax tabaka, MPUBOAWIO K
HakorieHuto GSSH, 4to Ob110 accolMupoBaHO ¢ 00pa30BaHUEM MOBPEKICHUN U
ycuienueM askcrnpeccud  PR-renoB  (Creissen et al., 1999). Kpome Ttoro,
MOBPEXKIICHUS, KaK TIPH PEAKIWH TUIEPYYBCTBUTEIBHOCTH, BHI3BAaHHBIC
BHYTPHUKJICTOYHBIM  OKHUCIUTEIBHBIM  CTPECCOM, TaKKe  COMPOBOXKIAINCH

nakorutennem GSSH (Smith et al., 1984; Chamnongpol et al., 1998; Chaouch et al.,
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2010). Tem He MeHee, BPS JIM CYIIECTBYET IIPOCTas MpsMasi B3aMMOCBS3b MEKIY
OKHCIIUTETPHO-BOCCTAHOBUTENBHBIM MoTeHIaioM GSH u kieTouHo# rubdensio
(Noctor et al., 2012).

Hakonern, GSH wurpaer KIO4YeBYIO pOJIb BO B3aMMOJEHCTBUH O0OOOBBIX
pacTeHUid ¢ CHUMOMOTHYECKMMHU OakTepusMH. Y TIpelICTaBUTENCH CceMelcTBa
Fabaceae obOnapyxen ynukanbHblii ToMosior GSH — romornyrarnon (hGSH), y
KoToporo rmnuH 3ameHeH Ha [B-amanud (Klapheck, 1988). TuonoBas rpymma,
MPUCYTCTBYIONIAS B IUCTEUHE W SIBIISIONIASCS XUMUYECKA HanOosee BaXXHOUW IS
ounonornueckux pynkiuit GSH, npucyrereyer u B hGSH. Y hGSH k y—T'nmy-Iluc
MPUCOCIUHACTCA [-alaHUH C TOMOIIbI0 (epMeHTa TOMOTIYTaTHOHCUHTETA3bl
(hGSHS), xomupyemoii rerom hGSHS (Frendo et al., 2001; Iturbe-Ormaetxe et al.,
2002) (Pucynok 9A). MytanTtsl A. thaliana, HokayTupoBanHsbie 1o renam GSH1 u
GSHS umeroT netanbHble GeHOTHNBI Ha cTtaauu 3Mopuona (Cairns et al., 2006) u
npopoctka, coorBercTBeHHO (Pasternak et al., 2008). Oxnako, 10 100HBIX JTaHHBIX
710 cUX Top He nony4eno st hGSHS.

dwuoreHeTHYECKU aHamu3 mokasai, TeH hGSHS nosiBuiics B pesynbrare
nymukaiuu reHa GSHS, koropas mpousonuia mociie pacxoxACHHS MEXKIY
nopsakamu Fabales, Solanales u Brassicales. Ananms ctpykTypsl 3THX TeHOB y M.
truncatula mokasan, 4TO OHHM JIOKATM3YIOTCSI B KJIACTepe M B OJMHAKOBOM
OpUEHTallMM B TEHOME, TakKuM oOO0pa3oM, BEpOSITHO, SBISIOTCS PE3yJIbTaTOM
tanaeMHoil aymnukauuu. hGSH oOHapyxuBaeTcsi B OCHOBHOM B IOJCEMEHCTBE
Faboideae 'y BumoB, mpHHAIESKANMX K  TpubaMm,  BCTPEUYAIOIIUMCS
IpEerMYIIECTBEHHO B mIpenenax udethipex kimam: Millettioid sensu lato, Robinioid,
Galegeae sensu lato u Vicioid. Bce aTu ki1aapl IpUHAUIEkKAT K TaK Ha3bIBAEMOM
kiane Craporo Csera («Old World cladey), uTo yka3siBaeT Ha TO, YTO TyTUTUKAITUS
reHa, mnpuBennias K oOpaszoBanuro hGSHS, BeposiTHO, mpou3onnia mocie
nuBeprenimu kinagasl Ctaporo Ceera (Shoemaker et al., 2006; Soltis et al., 2009).
Opnnako He Bce BuabI B kiazne Craporo Cera cnocoOHbl cuaTe3npoBath hGSH, u
Jaxe B Mpeaenax OJAHOW TpuObl OOHAPYKUBAIOTCS Pa3inyus B OTHOCHUTEIHHOM

conepxkannn hGSH u GSH (Colville et al., 2015). 310 roBOpuT 0 TOM, YTO
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ciocoOHOCTh cuHTe3npoBath hGSH Morna ObITh TOTEpsiHA y HEKOTOPBIX BHJIOB.
Jlynnukaiiysi TeHOB BeJeT K M30BITOYHOCTH M KOPOTKOMY TEPHOAY OCIIa0JICHUs
JaBJICHUS 0TOOPA, B TEYCHHE KOTOPOTO B AYTUITMIIMPOBAHHBIX T€HAX HAKATIIMBAIOTCS
MyTanuu. JlymiuiupoBaHHbIE TE€HBI, KOTOPHIE COXPAHSIOTCS B TMEPHOJ
ocabJICHHOTO JIaBJICHUS 0TOOpa, OTHOCHTEIbHO cTabmiIbHBI (Schlueter et al., 2004).
Dkcnpeccrusi  OOJNBIIMHCTBA  AYTUIMIIUPOBAHHBIX TEHOB TOAABIISIETCS, KpOMeE
clIydaeB, Jaroniux kakoe-auodo npeumyinectso (Lynch, Conery, 2000). ITosBienue
hGSH y mapsr BumoB kmaael Mimosoid mpenmomnaraer, uro cuare3 hGSH mor
BO3HHMKATh HE3aBHCHUMO JI0 JMBEPIEHIINH MojiceMeiicTBa Faboideae, Bo3MoXHO, U3-
32 HW30JUPOBAHHBIX COOBITHM JYIUIMKAIMM TEHOB, OJIHAKO, 3Ta CIIOCOOHOCTH
BITOCJICAICTBMM MOTJa OBITh TIOTEpsSHA y APYTHX BHIOB JAaHHOW KJIaabl HM3-3a
OTCYTCTBHUS MPEUMYIIECTB JIJIsl BUja. Tem He MeHee, coxpaneHnue cunre3a hGSH y
BUJIOB ojiceMeiicTBa Faboideae npeamnonaraet, uro hGSH MosxeT BBITIOTHATD Y HUX
BakHbIe QyHKIMH. CeleKTHBHOE MPEeuMyIecTBO, obecneunBaromeecs hGSH, Bce
eme ocraerca HeBblicHeHHBIM. hGSH, xak GSH MoXeT  BBITOIHATH
AHTUOKCUJAHTHBIC (DYHKIIMH, POJIb B META0OIM3ME CEPhI U CBSI3BIBAHUU TSDKEITBIX
MeTasuioB. He Ob110 BBISIBIIEHO OUEBUTHOM CBSI3M MEK Ty BosHMKHOBeHHeM hGSH u
reorpauIecKuM MIPOUCXOKICHUEM CEMSTH WU KIIMMAaTHICCKUMU yCIIOBUSAMH. TeM
HE MEHee, TMPHUCYTCTBUE CHCIUPUUCCKUX ITUC-PETYJIATOPHBIX DJJIEMCHTOB B
IIPOMOTOPHBIX 00JacTsaX Kakaoro u3 reHoB, GSHS u hGSHS, ykassiBaer Ha 10, uTO
y O00OBBIX pAacTEHUH STH THOJIBI MOTYT BBINOJHATH pa3Hble (QPYHKIUHU, JTUOO
BBITIOJIHATh ~ CXOJHbIE (DYHKIIMH, KOTOpbIE pa3lelieHbl BO BPEMEHH WIIU
npoctparctBe (Clemente et al., 2012). [leiictBurensno, hGSH umeer TeHaeHIIMIO
HAKaIJIuBaThCs B JIUCThAX M KOPHAX 0000BBIX pacteHuid, Toraa kak GSH o0bryHO
NPUCYTCTBYET B BhICOKMX KoHIeHTparusax B cemenax (Colville et al., 2015). ¥ M.
sativa GSH cBsi3aH ¢ MepUCTEMAaTHYSCKUMHU KJIETKaAMH, aKTHBAllUEH KJIETOYHOI'O
UMKJIa ¥ WHAYKIHEW comaTudeckoro smoOpuoreHeza, Torma kak hGSH — ¢
nuddepeHIMPOBaHHBIMUA KICTKaMKu U Tposudepanmerd smopronos (Pasternak et
al., 2014). Y L. japonicus GSHS skcnpeccupyeTcsi TOJIBKO B KITyOCHBKAX, TOT/Ia KaK

hGSHS Ttakxe sxcrpeccupyercs B IMCThIX 1 KopHsax (Matamoros et al., 2003), y M.
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truncatula hGSHS »skcnpeccupyercss B KOpHsSX u KiyOeHbkax, a GSHS
skcnpeccupyercs Bo Bcex TkaHsax (Frendo et al., 1999). Dkcmpeccus GSHS wu
hGSHS B 0000BBIX pacTeHHSIX TaKKe IMO-Pa3HOMY pETYJIHPYeTCs B OTBET Ha
CUTHAJIbHBIC MOJICKYJBI WM cTpecc. B xopusax M. truncatula skcmpeccust reHoB
GSH1 u GSHS, no He hGSHS Mosxer nHayIMpoBaThest OKHUChIo a3ota (Innocenti et
al.,, 2007), B xopmsx L. japonicus GSHS akTtuBHpoBajics ayKCHHaMH,
IIUTOKWHUHAMH U ITOJIMAMHHAMHU, TOTJ1a KaK ypoBeHb dkcnpeccur hGSHS octaBasics
Hen3MeHHBIM (Becana et al., 2010). Dk30reHHBII IEPOKCH]T BOJOPO/Ia IPUBOIII K
yBEJIMYCHUIO ypoBHs sKkcipeccuu reHoB GSH1 u hGSHS B kiryOenbkax ¢acomu, B
TO BpeMs KaK XJIOPHJ KaJMUs, XJOPUJ HATPHUS WX >KaCMOHOBas KHCIIOTa HE
BbI3BIBATIM Takoro a¢¢ekra (Loscos et al., 2008). Inurensras oopadotka CdCl;
pactenuii P. sativum QuKoro THIia MpUBOIUIIA K HEOOJIBIIIOMY MOBBIIICHHIO YPOBHS
skcrpeccun GSHS B KOpHAX, B TO BpeMsi KaKk y MyTaHTHBIX PACTEHUH, YCTOMYUBBIX
K KaJIMHIO, OBLJIO BBISBICHO HEOONBINOE CHMKCHHE JKCIpeccuu. B To ke Bpems
skcnpeccust rena hGSHS ycwmBanacek npu aeiicteun CdCl, kak y MyTaHTa, Tak U
y pactenuit qukoro Tuna (Kymaesa, [{piranos, 2014).

CymectBennas poab GSH u hGSH B knyGeHpkooOpa3oBaHuu OblLia
npoaemoncTpupoBana it M. truncatula (Frendo et al., 2005; Pucciariello et al.,
2009). DkcriepruMEeHTHI ¢ UCTIOIH30BAHUEM aHTHCMBICIOBBIX KOHCTpYKImid K GSHS
u hGSHS u unruduropa y-ECS L-0yTroHuH-S-R-cyab(hoKkcHMUHA TOKa3ajM, 4TO B
pacTEeHUsIX CO CHIKCHHBIM YPOBHEM THOJIOB YMEHbBINAIOCH YUCIO KIyOSHHKOB M
CHWXAJICSI ypPOBEHb DKCIPECCMU TeHOB paHHuX HoayiauHoB MIENOD12 wu
MtENODA40. B t0 sxe BpeMs He Ha0JIt01alTI0Ch U3MEHEHU B Pa3BUTUU UH(DEKITUH, U
U3MEHEHHs B YypoBHe »Skcrpeccun reHa MIRIpl, mapkepa uWHGEKIIHMOHHOTO
nporiecca. Y MEHbIIIEHUE YHCIia KITyOSHBKOB OBLIO CBS3aHO C YMCHBIIICHUEM H YHCITa
ookoBbix kopHeit (Frendo et al., 2005). Panee 6b110 nokazano, uto GSH HeoOxo1um
JUIS IejieHns KiieTok B koHunke kopHs (Vernoux et al., 2000) u ero KoHIEHTpaLys
B KIyOeHbKe HanboJiee BICOKa B MepucTeMe 1 3oHe uHdpekuu (Matamoros et al.,
1999). Kak oka3ajoch, CHI)KCHHE YpOBHS CHHTE3a THOJOB B pacTeHusx M.

truncatula taxke MPUBOIWIIO K CHHYKEHUIO YPOBHS DKCIPECCHH I'€HAa aKBallOpHHa
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PIP2, BoBneuenHoro B (popMupoBaHue Ki1yOeHbKOBOM MEpUCTEMBI. B TO ke Bpems,
y pacTeHuil HaOII0AAIOCh YBEJIMYEHUE YPOBHSI DKCIIPECCUU T€HOB, PETYIHPYEMBIX
casmimioBoit  kuenoroit  (Pucciariello et al.,, 2009). AkTuBamus TEHOB,
pEeryJIupyeMbIX CAJIMIMIOBON KHUCIOTOM, BEpPOSITHO, OIMOCPEIOBaHA pPEIOKC-
qyBCTBUTEIBHBIM OenmkoM NPRI1, mnomaBmsommM aedopManuio KOPHEBBIX
BOJIOCKOB M JKCIIPECCHI0 HOAYJIMHOB. TakuM 00pa3oMm, Ha paHHHUX OdTamax
B3aMMOJICHCTBHS Hajauuue ompeaencHHoro myiaa GSH u hGSH B pactuTenbHbIX
KJIETKaX, MO-BUIUMOMY, SIBJISIETCS HEOOXOIUMBIM yCIOBHEM JII MHTHOUPOBAHUS
CAMIIWIIAT-UHAYIIUPYEMBIX 3aIIUTHBIX MEXaHU3MOB M KOJIOHU3AIMU PU300USIMU
pactenusi-xo3suna (Peleg-Grossman et al., 2009).

Pons GSH u hGSH 6pina Takke ucciienoBaHa B 3penbix KiyOeHbkax M.
truncatula (El Msehli et al., 2011). bsuio nokazano, uto cBepxakcnpeccus GSH1
npuBoaWiIa K yBenudeHuto conepxanus GSH, Ho He hGSH, uro xoppenupoaio ¢
noBbIlIeHHEM 3 PexkTuBHOCTH (pukcanuu azota. CHUKEHUE YPOBHS 3KCIPECCUU
GSH1 ¢ nomompto PHK-unrepdepeniiun npuBoauio K  MOHMKEHHUIO
3 PekTUBHOCTH (PUKCAIIMU a30Ta U CHIXKEHHUIO KOJUYECTBA THOJIOB, a TaKXKeE K
YMEHBIIECHUI0 pa3Mepa kiayOeHnbkoB. I[Ipm »stom oskcnpeccuss rena GSH1
Ha0JTI0/1a)1ach B MEPUCTEME, 30HE MHPEKITMU U Hadasie 30HbI a3oTdukcarmu, hGSHS
— B KOpe W mpoBomsammx mydkax, a GSHS — B xope u B 30He a3zoTduKcanuu.
HaOmnromaeMbie pasnuuus B marrepHax sxcnpeccur GSHS u hGSHS, ykassiBaroT Ha
paznuuns B peryssnun cuate3a GSH u hGSH B paznuunbix Tkansx kiayoenbka (El
Msehli et al, 2011). MHcciaemoBanusi METOJAMH  BHYTPUKICTOYHOTO
bpakiMOHUPOBAHUS U UMMYHOJIOKAITM3AIMK B KIIyOCHbKax mokasanu, uyto y-ECS
JoKanu3yeTcss B Iuactuaax, B To Bpems kak GSHS u hGSHS nokanuzoBanbl
npeumyiectBenHo B muro3oie (Moran et al., 2000; Clemente et al., 2012)
(Pucynok 9b).

Puzobun umerot cooctBeHnbie hepmentsl cuaTe3a GSH (Moran et al., 2000),
TEeM He MeHee, OakTepou sl P. vulgaris, Hanpumep, B 3HAYUTEIBHOM KOJHUYECTBE
HakarumBaroT hGSH B pesynbrare morjomeHus W3 WHOHUIMPOBAHHBIX KIIETOK

pacrenust (Moran et al., 2000). GSH BeposiTHee Bcero TOXe MOTPEOIACTCS
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OakTeponIaMy B META0OJIMYECKHUX PEAKIIUIX, HEXKEIIN IKCIIOPTUPYETCS B pACTCHUE
(Iturbe-Ormaetxe et al., 2002). bakrepuanbubiii GSH urpaer BaHy pojb MpH
dbopMUPOBaHUN CUMOMOTHYECKOTO B3aMMOJCHCTBUS M B (PYHKIMOHUPOBAHUU
OaKkTepHaIbHOIO CHUMOMOHTA B KJIyOCHBKE. bbITo Moka3aHo, 4To MyTaHThI R. tropici
u R. etli mo reny GSHS, He MOTYT KOHKYpUPOBATh CO IITAMMAMH JTUKOTO TUIIA IIPH
obpazoBannu kiydenskoB (Riccillo et al., 2000; Taté et al., 2012). bonpmuHCTBO
caiiToB MH(MEKINU, WHAYIUPOBaHHbIX MyTaHTOM R. etli Ha rimaBHOM KOpHE
IpeTepreBaln NpexaeBPEMEHHYI0 a0opTaIuio, a chOPMUPOBABIINECS KITyOCHBKU
NOKa3bIBAIM HU3KYI0 HUTPOTE€HA3HYIO aKTUBHOCTb, YTO MOXET OBITh CBSI3aHO CO
CHIJKEHHOM (PYHKIIMOHAJIBHOCTHIO MEPEHOCUYMKOB TJIyTaMHHAa B OaKTepouaax,
nedexTHpix o cuntedy GSH (Taté et al., 2012). [Jepumur GSH y myraHTHOTO
mramma S. meliloti 2011 ve Biusut Ha MU GEpEHITUPOBKY OAKTEPHOUIOB, OJTHAKO,
3aITyCcKaJj MpoIecC paHHero crapeHus kKiyoeHbkoB y M. truncatula gepes 10 guei
MOCJIe MHOKYJIALIUY B TPEKIECBPEMEHHYIO Jerpaaanuio OakrepuonoB. KimyOeHnbku,
UHIyLIMpOBaHHbIe MyTaHTOM R. tropici, nedpexrHeiM mo cuatesy GSH, Ha KOpHsX
P. vulgaris, Taxxe npereprieBanu pannee crapenue (Muglia et al., 2008).

Takum 006pa3oM, K HACTOsIIIIEMY BpeMeHH ObLTa BhIsiBIIeHa BaxkHast pois GSH
u hGSH B dopmupoBannu u GyHKIMOHUPOBAHUM CUMOMOTHUECKUX KIyOCHBKOB
KaK JJIs MHKpO-, TaKk M I MakpocuMOuoHTa. TeM He MeHee, OcCTaercs
HEJIOCTATOYHO m3yueHHOU crneunpuunocts aeictBuss GSH u hGSH, wux
KOOpAMHAIIMSA Ha PA3IAYHBIX CTAIUSX PA3BUTHSA KIIyOCHBKOB, a TAK)KE B CIydasX,

KOT/1a CHMOMOTHYECKHE B3aUMOJICUCTBHS OKa3bIBAIOTCS HED(PHEKTUBHBIMH.
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I'naBa 2. MarepuaJjbl 1 METO/bI
2.1. O0beKTHI HCCJIeIOBAHNUS U YCIOBHS BbIPAIIMBAHUS

B paGore OblmM MCTHONB30BaHBI JIMHHUS JUKOTO THITA TOPOXa IMOCEBHOTO
(Pisum sativum L.) SGE (Kosterin, Rozov, 1993), a Takxe HOJydYeHHbIC Ha €€
ocHOBe Hed((PEeKTUBHBIE CUMOMOTHYECKHE MYTaHThI 10 reHaM SYym40 u Sym33 u3
koJuieknuu ®I'BHY BHUMCXM.

Ha pacrenmsx  gukoro Tuna SGE  dopmupyroTcs  po3oBbie
a30TPUKCUPYIONTUE KITYOCHBKH, XapaKTepH3YIOIMHUEecss TUIMYHOW s P. sativum
rucTojioruueckoi opranmuzanueit (Tsyganov et al., 1998).

Kny6enpku mytanTHON nuHuu Sym40-1 (SGEFix™-1) xapaktepusyrorcs
oOpa3oBaHHEM THMIEPTPOPUPOBAHHBIX HH(PEKIMOHHBIX Karellb W aHOMaJIbHOU
Mopdosoruueckor auddepernupoBkoii Oakrepoumor (Tsyganov et al., 1998;
Voroshilova et al., 2009). Kpome Toro, B ki1yOeHbKax OTMEUACTCS IMOBBIIICHHOE
HaKOIJICHUE TIEPOKCHIA BOJOpPOAa, B OCOOCHHOCTH, BOKPYT FOBEHUJIBHBIX
OaKTEepOUJIOB U TMPEKICBPEMEHHAas Jerpajanus CUMOHMOTHUYECKUX CTPYKTYpP
(LIpranoBa u dp., 2009; Serova et al., 2018). I'en Sym40 siBiisieTcst OpTOJIOTOM TeHa
EFD M. truncatula (Tsyganov, Tsyganova, 2020).

I'en Sym33 smisiercs opronorom rena IPD3 M. truncatula (Tsyganov,
Tsyganova, 2020). HccnemoBaHus TNPOBOAWIIMCH C HWCIOJIB30BAHMEM JBYX
aJIebHBIX MyTaHTOB — SYM33-2 u sym33-3. MyranTHas amienb Sym33-2 (JauHus
SGEFix-5) onmcana kak crporas. BoJBIIMHCTBO KIyOCHHKOB MYTAHTHOW JIMHUU
sym33-2 xapakTepus3yeTcsi OCTAHOBKOW pa3BUTHSI Ha paHHUX CTaausax. B meHTpe
KIIyOeHbKa HAOJIOJAeTCs  pa3BEeTBICHHAs MH(MEKIIMOHHAs HHUTh, KOTOpas
OJIOKHpYETCS B KJIETKaX Hapy»KHOW KOPBI KOPHS, HE TIPOHUKAas BriIyOb KiTyOCHbBKA.
WNHpeknrnoHHbIe HUTH OKPYXCHBI aHOMAJIbHO YTOJIIICHHBIMH CTCHKAMH, B
HEKOTOPBIX W3 HUX HaOMomaeTcs Aerpananus OakTtepuil. B 3Tux kiyOeHbKax He
MPOUCXOJWT BBIXOAA OakTEepWii B MHTOIIA3My PACTUTEIBHOM  KJICTKH.
(Ovchinnikova et al., 2011; I{siranoB u dp., 2012; I{siranosa u op., 2019).

Ha pacrenusix myrantHou nwaMu Sym33-3 (SGEFix™-2) dopmupyrorcs

KITyOCHBKH, XapaKTEPHU3YIONIUECS OJOKOM pa3BUTUS WH(EKIIMOHHBIX HUTEH,
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KOTOPbIE OKPY>KEHbl aHOMAJIbHO YTOJIIEHHBIMU CTEHKaMH. B 3TUX KilyOeHbKaxX He
MPOUCXOUT BBIXOJIa OaKTepUil B IIUTOILIA3MY PACTUTENbHOU KieTkH. OJHAaKo,
amens Sym33-3 xapaktepusytorcsa «leaky»-QpeHOoTUNOM, MO3TOMY B HEKOTOPBIX
cilly4yasix B €IMHMYHBIX KJIETKax HaOmtomaercss (popmMupoBaHue WHOEKIIMOHHBIX
Karreab ¥ BeIxo Oakrepuit (Tsyganov et al., 1998; Voroshilova et al., 2001).

CemMeHa CTEpHIM30BAIM KOHIIECHTPUPOBAHHOW CEPHOM KUCIOTON B TEUEHHE
30 MUH TIpM KOMHATHOM Temreparype, IMOCJe Yero JECATUKPATHO IPOMBIBAIU
CTepuIbHON BO/10M. CeMeHa mpopalirMBail Ha BEPMHUKYJIUTE B T€UCHHE 3-X CYTOK B
CTEpWJIbHBIX BIIQXHBIX YCIOBUsAX B yamikax [letpu mpu temmepatype 28 °C B
temHoTe. llepen mocaakoil B IUIACTUKOBBIE TOpLIKK, BMmewmaroume 100 r
CTEpWIBLHOTO BepMUKyJIUTa U 200 Mi1 6€3a30THOTO MUHEPAIHHOTO MUTATEIHLHOTO
pactBopa FP (Féhraeus, 1957), ceMena nHokyIMpoBainu 1 M1 BOJHOM CyCHEH3UU
6axrepuii (pasenenue 108-10° kn/mon). JInst MHOKYIAIMY OBLT HCIIOIE30BaH IITAMM
KIyOCHBKOBBIX OakTepuii W3 KOJUICKIIMM HEMAaTOTEHHBIX MHKPOOPTaHU3MOB
OI'BHY BHUUCXM (mo6e3no mnpenoctabieHnbii Llentpom [lxona MuHeca
(BenmukoOpuranus)) Rhizobium leguminosarum bv. viceae 3841 — HaTUBHBIN
crpentoMuIMH-ycTounBeii MyTant (Glenn et al., 1980). KynbrusupoBaHue
mramMMa B TedeHnue 48 1 pu 28 °C nmpoBOaMIN HA KUIKON U arapu30BaHHON cpejie
TY (Beringer, 1974), cogepxamieit 0,6 Mr/mi cTpenTOMUITUHA.

Pactenus BhIpamuBainch B kiauMmatndeckor kamepe MLR-352H (Sanyo
Electric Co., fnonus) B pexxume AeHb/HOUb 16/8 4, mpu temmnepatype 21 °C,
OTHOCHTEJLHOM BIAKHOCTH Bo3ayXa 75%, ocsemennoctd 280 MkM (GoToHOB M2 ¢~
l.

COop KIIyOEHBKOB IMPOBOAUIICS YEPE3 OJIHY, ABE, TPU, UETHIPE UJTU LIECTh HECb
nocie wuHokysiuuu (HIIM) B 3aBucumoctu oT aHanuza. llpu ananuse
OTHOCHTEIFHOTO YPOBHSI JKCIPECCHU TE€HOB, ACCOIMUPOBAHHBIX C 3AIIUTHBIMH
peakuusiMu, ObUIM MCIOJIb30BaHbl KIyOeHbku B Bo3pacte 2, 4 u 6 HIIW. Ilpu
aHaJIM3€ OTHOCUTEIIBHOTO YPOBHSA dKcrpeccuu renoB ouocuute3a GSH n hGSH, a
TaKe OTHOCHUTEIFHOIO KOJMYECTBA THOJIOB B TKaHsax P. sativum rtaxke

HCIIOJIB30BAJIMCh HCMHOKYJIMPOBAHHBIC KOPHU paCTeHI/Iﬁ AAKOTO THUIIA U MYTAHTHBIX
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nuHui B Bo3pacte 1, 2, u 3 HITM. B skcnepumenTax ¢ o6pabotkamu pacteHuit L-
OyTHOHMH-S,R-CyIb()OKCUMUHOM M 3K30reHHbIM GSH aHanmu3upoBaIuch KOPHU C
KJTyO€HbKaMH PaCTEHHUI IMKOTO THIIa U MYTaHTHBIX TUHUH B Bo3pacte 2 HITW. [{ns
METO/IOB CBETOBOM MMKPOCKOIHMH HCIOJIb30BAINCH KIyOEHBKH B BO3pacTe 3 U 6
HIIN, nna nmasepnon ckanupyromen — 3 HIIM. Jlng npoBeneHus aHanu3os
KITyOCHBKH / KOpHU coOupanuck ¢ 6 — 20 pacteHmii Ha BapuaHT. J[J11 KakIoTro

9KCIICPUMCHTA OBLIO MOCTABJICHO MHUHHUMYM 3 OMOJIOTUYECKHE ITOBTOPHOCTH.

2.2. QOOpaborka L-O0yrmoHuH-S,R-cyJb(POKCUMHHOM M  JIK30T€HHBIM
rJIyTATHOHOM
Js ouenku BiusHuss GSH w hGSH nHa kinyOeHbkooOpasoBaHue ObUIH
UCTOJIb30BaHbl U L-OyTroHuH-S,R-cynpdokcumun (BSO; Sigma-Aldrich, USA) —
uHruoutop y-rmyramwinucrenH cuHterasel (QGriffith & Meister 1979) un
BocctanoBieHHas (opma GSH (Bekton, Poccus). Pacrenus BwIpanuBaanch B

YCIIOBUSIX, OMTMCAHHBIX B 1I. 2.1.

2.2.1. O6padoTka L-0yruonun- S,R-cyjabpokcuMuHomM

VY TpexOHEBHBIX MPOPOCTKOB KAXKIOTO TEHOTHNA YIAISUIM CEMSJIONH, B
KOTOPBIX B 0oJibiioM KoiuuecTBe conepxxutcss GSH. IIpopocTku ObLIM pa3aesneHbl
Ha 2 TPYMNIbI, OJHA U3 KOTOPBIX OCTaBajdach He0OOpaOOTaHHOM M BbIpAlllMBajach B
TOPIIKaX ¢ BEPMHUKYJIUTOM, COAEPKALIUX TOJbKO MUTATENbHBIA PACTBOP, a Apyras
— C MMUTATENBHBIM pacTBOpoM, conaepxaimm BSO B konnentpanuu 0,1 mM. Yepes
HEJICJII0 pacTeHUs, BhIpalieHHbie B mpucyTcTBur BSO, Obti cHOBA pa3jienieHbl Ha
2 rpymIbl, Kak MUHAMYM 110 12 pacTeHuid B Kaa01. PacTeHus mepeHoCHIii B HOBbIE
TOPLIKH C BEPMUKYJIUTOM U MUTATEIbHBIM pacTBOpoM, coaepxkanium 0,1 MM BSO
wi 0,1 MM BSO + 0,5 MM GSH, a 3atem nuHokynupoBaiu 6akrepusiMu. ['pynmy
HE0OpaOOTAHHBIX PACTEHUH TaK)Ke MepecakrBall B HOBbIE TOPIIKH, COACPKALIUE
CTaHIAPTHBIN MUTATEIbHBIM PACTBOP U MHOKYJIHUPOBAIU. B nanpHeleM pacTeHus
MOJIUBAJIU 10 BECY PACTBOPAMU C TEMH K€ KOHUEHTPAIMSIMU XUMUYECKUX BEIIECTB

Kaxaple Tpu AHSA. HeoOpaboTaHHbIE pacTeHUS TOJIUBAIM CTEPUIBLHON BOJIOMH.
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KiyOeHbky 7151 MUKPOCKOIIMYECKOI'O aHAIN3a, a TAK)KE KOPHU € KITyOEHbKaMH Jis
aHaJln3a SKCIPECCUM I'€HOB U ONPEIEIICHUS KOJIMYECTBA THOJOB OBLIM COOpaHBbI
yepe3 2 HIIW. Bo Bpemsi chema sKCIieprMeHTa ObUIO TaKKe MPOAHATU3UPOBAHO
obmee uyMucio KiyOeHbkoB. CTaThCcTHYecKass JOCTOBEPHOCTb pA3IUyYUil B
KOJIMYeCTBE KIyOEHbKOB OblJIa OLEHEHa ¢ [OMOIIbIO  OAHO(AKTOPHOIO

JIYcriepcuoHHOro ananmsa mpu P < 0,05.

2.2.2. O6padoTKAa IK30reHHBIM ITyTATHOHOM

TpexnHeBHbBIE NPOPOCTKU KaXKAOI0 FEHOTUIIA OBLIN pa3JeieHbl Ha 3 TpyMIIbl
U MHOKyJIHMpoBaHbl Oakrtepusimu. OpjHa rpynma pacTeHMH  ocTaBajlach
HeoOpaboTaHHOW, TorJa Kak K JABYM Jpyrum rpymnmam dyepe3 64 1 mocie
MHOKYJSIMUM B cyoctpaT Obutn  no6aBieHbl 100 MiI  IpUrOTOBJIEHHOTO
HEIMOCPEICTBEHHO TIepea MpoleAypoit BogHoro pactBopa GSH konmenTpammeit 1
nnu 0,1 MM, cootBeTcTBeHHO. B nanbHelIeM Bce pacTEHUS! MOJMBAIN IO BECY
pacTBOpaMu TOH ke KOHUEHTpalUU Kaxkiaple TpU AHA. ['pymniy HeoOpaOoTaHHBIX
pacTeHUil MOJMBANIM CTEPUIbHOM BOJOW. KiyOeHbKM ISl MHUKpPOCKOIMUYECKOTO
aHalln3a, a TaKKe KOPHU C KIyOeHbKaMM i1 aHajd3a SKCIPECCUU T€HOB U

OIpEENICHHS KOJIMYECTBA TUOJIOB OblTM coOpansbl uepe3 2 HITN.

2.3. MosekyJIsipHbIE METOAbI
2.3.1. Boinesienue Toranbnoii PHK

1) Marepuan (100 mr) ans BeiaencHus TotansHoii PHK romorenusuposaiu B
CTEpWIbHBIX PapPOPOBBIX CTYMKAX C KUJIKUM a30TOM.

2) K pacrepteim mpobam modasnsum mo 1 mur PureZol Isolation Reagent (Bio-
Rad, CIIIA) u TimaTenbHO epeMennBai Ha BUOPAIIMOHHOM BCTPSIXUBATEIIE
tuna «Vortex» (Scientific Industries, USA), 3aremM uHKyOuMpoOBanmu mnpu
KOMHATHOUW TemmnepaTtype 5 MuH. B mponecce Boiaenenus: totaibHoit PHK

TeMIiepaTypy mpo0 nojaepxuBaiu Ha ypoBHe 4 °C, eciiu He yKa3aHo APyToe.
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3) IIpo6s! nentpudyrupoBanmu 10 mun 12000Qg u nmepeHOCHIN CyIIEpHATAHT B
HOBBIE MPOOHMPKH, a 3aTeM CHOBAa MHKYOMpOBajIM MpU KOMHATHOU
TEMIIEpaType B TEUYEHUE 5 MHH.

4) K cynepnaranty mo6asisid mo 200 Mk ximopodopMa, IepeMelinBaid Ha
BCTpSIXMBATEJIE B T€UYCHHE 15 ¢ M MHKYyOMpOBaJIM 5 MUH NpPH KOMHATHOU
TeMIIepaType.

5) IIpoOsI enTpudyruposanu B Teuenue 15 mun npu 12000g.

6) 600 MK BepxHEi BOAHOU (ha3bl IEPEHOCHIN B HOBBIC TPOOUPKH, JOOABIISIIH
K HUM 1o 500 MKJI H30MPONUIIOBOrO CIHMpPTAa W IEpPEMELIMBaIM Ha
BCTPSIXUBATEJE.

7) NuxyOupoBaim npoOsl B TeueHue 10 MUH py KOMHATHOM TeMIepaType.

8) 3arem mpoObl 1eHTpubyrupoBau 10 mua npu 120009 u ymansau
CYNEpHATaHT, K ocaaKy no0asisum 1o 1 ma 70%-ro 3Tanona.

9) IIpoOsl nenTpuyrupoBanu B TeueHue 5 MuH mpu 75009.

10) Vaansanu cnupT M CYIIWIM OCaIOK, coiepxamuii TotanbHyro PHK, B
TeyeHue / MUH TP KOMHATHOM Temnepatype st nocienytomeit JIHKa3noi
00paboTKH.

11) Ocanok  pacTBOPSIIH B 44 MKJI BOJIbI, 00paboTaHHOI
maTumupokapoonarom (Thermo Fisher Scientific, CIIIA), u no6aBmnsum mo
6 Mk peakunonHoit cmecH, conepkamen JIHKazy | (1 ex/mxn) u 10x
peaknnonnbiii 6ydep ¢ MgCl, (MBI Fermentas, Jlutea) B cooTHoIIeHuu 1:5.

12) TIpoGsl nnkyOupoBanu B TeueHue 30 mun npu 37 °C u 3ateM 100aBsIIN
150 Mk Bombl, oOpaGoTanHO¥W mudTWINUpOoKapOoHaToM u 200 MKI
xjopodopmMa, nepeMeliuBaiid Ha BCTPSXUBATENE.

13) TIpoGsr nieHTpudyruposanu B TeucHue 10 mun npu 160009, u nepeHoCHIH
150 Mk oOpa3oBaBIIErocs cynepHaTaHTa B HOBbIE POOUPKH.

14) K cynepnaranty go6asisuiu 15 Mk 3M anerara Hatpust (PH 5,2) u 375 M
96%-ro 3TaHoNA.

15) TIpoGwr ocTaBisiin Ha HOYB Tipu -20 °C, mociie yero HeHTpru(yrupoBain B

teuenue 20 muH nipu 160009 1 yaansim cynepHaTaHT.
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16) K ocanky no6asmsin 400 Mk 70%-ro 3TaHoja.

17) IIpo6s! uentpudyruposamu 10 mud npu 16000Q, yaaasim cynepHaTaHT, a
0CaJIOK BBICYIIMBAIU { MUH.

18) Ocanok, conmepxkamuii TotanbHyio PHK, pactBopsuin B 20 MK BOJBI,
oOpaboTanHO# AuATUIATHPOKapOoHaTOM 1 Xparwm mpu -80 °C.

Konnentpamuss m kadectBo TtotampHOM PHK, 18S m 28S PHK Obum
OTIpEJIENIEHbl C MCIOJIb30BAHUEM CHUCTEMBI 3JIeKTpodope3a Ha MUKpOUYUNAX IS
uccienoBanus HykienHoBBIX kucioT MultiNA (Shimadzu Corporation, SImorust).
2.3.2. Peakuusi 00paTHO TPAHCKPUIIIINH

Cunres k/IHK nns xaxno#t npoObl mpousBoauiu u3 1,5 mkr toransHoi PHK.
B peakunoHHyro cmech A oOpaTHOM TpaHckpunuuu Bxomwiu: 200 ex./mMki
obpatHoii TpaHnckpunTasbl RevertAid Reverse Transcriptase, IMM dNTP Set, 0,5
mkr mpaiimepoB Oligo(dT)is, 20 en./mxn uarunoupopa PHKa3z RiboLock RNase
Inhibitor (MBI Fermentas, JIutsa) u Boja, oOpaboTaHHas AU THITHPOKAPOHATOM,
10 20 mxi. Cunre3 k/IHK na matpuuie MPHK nipoBoaunu nipu 40 °C B Teuenue 60
MUH, 3aT€M UHAKTUBUpOBaIH (pepmeHT HarpeBaHueM cMecu 10 70 °C B reuenue 10
muH. Peakuuro nposoaunu B aBToMarudeckoM amiungukarope C1000™ Thermal
Cycler (Bio-Rad, CIIA). Ilomyuennsie mnpenapatel kJIHK pazbaBnsum B
cooTHommenun 1:5 u xpanumu mipu -20 °C.

2.3.3. lu3aiin npaiimepoB u cranaapthsii [IIP-ananu3

[Iporpammuoe ob6ecneuenue VectorNTI Advanced 10 (Invitrogen, CIIIA)
OBIJI0O  WCMOJB30BAaHO JJIsi  JM3aifHa TpailMepoB, KOTOpPbIE 3aTeM ObUIH
cuHTe3upoBanbl KoMmanuen EBporen (http://eurogen.ru). Temneparypa oTxura s
Bcex mpaiiMepoB coctaBuina 56 °C. IlocnmemoBarenbHOCTH — ITpaiMepoB
npeacTaBiieHbl B Tabmuie 1.

20 Mk peakuuonHou cmecu mis [I[P-ananuza copepxkanu 2,5 en/mkn Taq
nonmumepassl  (Cunekc, Poccus), 0,1 MM dNTP Set, 0,1 mMxM xkaxmgoro
reHocrienupuuaoro mpaiimepa u 2 wmka1 kJIHK B kadectBe MaTpwuIlbl.
Temnepatyphblil pexkxum peakuuu: 94 °C 5 mun (HauanbHas aenarypanus JHK), 30

k0B ammumdukanuu: 94 °C 30 cex (menarypamus [JHK), 56 °C 30 cex (omxur
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npaiimepoB), 72 °C 40 cek (cunrte3 JJHK), 72 °C 10 mun (okonvyanue cuatesa JIHK).
Peaxuuio mpoBoauiu B aBToMaTuueckoM amiuindukarope C1000™ Thermal Cycler
(Bio-Rad, CIIIA). J[erexuuto pesyiabTatoB [IIIP mpoBogwii ¢ TOMOIIBIO
anektpodopeza B 2% arapoznom rene B 0,5% tpuc-aneratHom Oydepe npu
okpammBanud SYBR Safe DNA gel stain (Invitrogen, CIIIA). Cucremy
nokymeHnraruu reieii Molecular Imager Gel Doc XR+ Imaging System (Bio-Rad,
CILIA) u nporpammHoe obecriedenne Image Lab (Bio-Rad, CIIIA) ucnonb3oBaiu

U1 BU3yallu3alluy 3J1eKTpodoperpaMmabl.

2.3.4. OrHocutenbubli [IIP-ananu3 B pesxkxume peajibHOro BpeMeHU
Otnocurenbubid [11[P-anann3 B pexxume peasbHOro BPEMEHH IPOBOIUIICA B
10 Mk peakimonHoi cmecu IQ SYBR Green Supermix (Bio-Rad, CIIIA) cormacHo
IpPOTOKONY  mpousBoguTens, ¢  gobaenenueM 0,04 MKkM  kaxzgoro
reHocnenuduynoro npaitmepa u 0,8 mxn kIHK. TemneparypHslii pesxuM peakuu:
ropsunii ctapT 3 muH 95 °C, nenarypanus 30 ¢ 95 °C, omxur npaitmepoB 30 ¢ 56
°C, oamonramus 30 c 72 °C, 40 mwmxioB ammunbukanuu. DiyopecueHus
uHTepkanupytomero kpacurens SYBR Green I cuutsiBanace pu 72 °C B KOHIIE
KXJI0ro Iukia. Peakuuio OCyIIeCTBISsJIM B aBTOMATUYECKOM aMIUIM(UKaTOpe
C1000™ Thermal Cycler, copmemennom ¢ ontuaeckum mogyinem CFX96™ Real-
Time System (Bio-Rad, CIIIA). Pe3yabTaThl ObLTH 00paOOTaHbBI ¢ HCITOJIb30BAHUEM
nporpammuoro obdecriedenus Bio-Rad CFX Manager (Bio-Rad, CIIIA), GraphPad
Prism (GraphPad Software, Inc., CIIIA) u cpenbl nporpamMmmupoBanusi R. Pacuet
YPOBHS DKCIpecCHH IMpoBoauan metomoM 224CT ¢ mcmons3oBanumem GapCl B
kauecTBe pedepencHoro rena (Tadmwmma 1). B kauecTBe kannbpaTopa HCTIOIB30BaAIN
HEUHOKYJINPOBAHHBIE KOPHU PACTEHHI AUKOrO TUIA B BO3PACTE TPEX WM OJHOMU
HeJienu (B 3aBUCHUMOCTH OT KCIEPUMEHTA), MPUHUMAasi OTHOCUTENIbHBIN YPOBEHb
HKCIIPECCUU LIEJIEBOTO I'eéHa B TaKOM oOpasle 3a eAuHMIly. B skcrepumeHTtax c
o0paboTKkaMH 3a KaJquOpaTtop NMpUHHUMAJCS OoOpa3ell HeoOpaOOTaHHBIX KOPHEH ¢

KITyOCHbKaMH pacTeHui MuKoro Tuma. CTaTUCTUYECKH ITOCTOBEPHBIC Pa3TUUMS
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OTIPEMIETISUTA C WCIIOJIb30BaHUEM JBYX(AaKTOPHOTO aucnepcuoHHOro aHanmmsa (P <
0,05). DxcriepuMeHThl ObUTH MPOBEACHB MUHUMYM B TpeX MOBTOpPHOCTX, 7 — 10

pacTEHHI HA BapUAHT.
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Taoaumna 1. IocienoBaTeJLHOCTH MPAMEPOB ISl AHAJIN3a IKCIPECCHH BBIOPAHHBIX reHoB P. sativum

HcTounuk
I'en Konnpyemslit mpoayKT [Ipaiimepsl (psimoii 1 00patHbIi) 5°- 3’
MOCIIEA0BATEIHLHOCTH
!GapC1 ['munepanpaerua-3- L07500 1 AAGAACGACGAACTCACCG
docdarneruaporenasa ' TTGGCACCACCCTTCAAATG
TGTTTGAATCAGATGCTGCATTG
2TRA84 ITepokcunmaza 7RA84 AF396465
CATTTGATTGAAGATGTTGTGCAA
benok-mapkep peakuuu TGTTTGAATCAGATGCTGCATTG
2Hsr203J AB026296.1
TUIEPYyBCTBUTEIBLHOCTH CATTTGATTGAAGATGTTGTGCAA
benok, 4yBCTBUTENBHBIN K TGGGTGTCTTTGTTTTTGATGATGA
ABR17 Z15128.1
abcuunzosoit kucnore, PR10.4 TATGGCCTTGATAAGTCCAGTTCCT
v-I' myTamunnucTenH CTCCTCCGCCGCATAACTTC
GSH1 AF128455.1
CHUHTETa3a GGCGAGATAATCGATGAGATCCTG
GCCGCTGATTTTCGTTCCACTA
GSHS I'mytatuoH cuHTeTa3a AF231137.1
CGACGTCGACGGTTTGTTTACC
GTTGTTGATTGATGGCTTGCATG
hGSHS | I'omoriayTaTHOH CHHTETa3a AF258319.1
GCGCCAAAATCCATTGTGAA
DTUIICH-3aBUCUMBII ATTGGGGTTCTTGGGTCTCCGA
SEFD GDTMO01003917.1

TPAHCKPHUTIIIMOHHBINA (PaKTOp

GATTGTGGTCCATTTGGATTGTAT
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TpaHCKpUNIMOHHBINA (haKTOp
CTGACGACGGACCAACTTAC
‘NF-YA1l | cesaspBarommiics ¢ CCAAT-| GDTMO01036748.1
GCTTTTCCCGTTCCCATTTG
O6oKcoM
PRI benok ycToitunBoCTH K GGGGTCCATATGGTGAGAAC
6omne3nsm PR1 AJ586324.1 TAATAACCAGGTGGATCATAGTTACA
benok yctolunBoCTH K GCCGGAACCATCAAGAAACT
PR10 U31669.1
6one3nsam PR10.3 GCCTTGAAAAGACCATCACCC
GTAGCTGCAGCTCAATCCAACC
3Cypl5a | Lluctennosas npoteasa 15a X54358.1
CATCACCACAGTAACAGCAAGACA
TGAATCCCCCTAAGCCTGCT
“TPP Tuonosas mporeasa X66061.1
GCCGGAGTTCGTTTGAATGAC

! nocnenosarensHocTs paiiMepos nogobpana Kysuenosoii E. B. (Kuznetsova et al., 2010)

2 — MCIIOJIL30BaHHEI IpaliMepsl, onMcanHble panee B ureparype (Die et al., 2009)

3 _ mocnenoBaTeNbHOCTL TPAHCKPHITA, crienuduuHoro 1 Kiybenskos P. sativum (Zhukov et al., 2015)
4 — mocnenoBarensHOCTH npaiimepos nogobpana Ceposoii T. A. (Serova et al., 2017)
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2.4. Bbicokod(pdexkTUBHAS KUAKOCTHAsE XpoMartorpadgmusi, cCOBMelIeHHAasl ¢

Macc-CNeKTPOMETPUYECKUM AeTeKTHPOBaHUEM
2.4.1. DkcTpakuus

Brinenenue THOJIOB OCYIIECTBIISIA HA OCHOBE METOJIUKH, OMIMCAaHHOW paHee
(Bardarov et al., 2015) c¢ HekoTopeiMH wu3MeHeHHsIMH. Kaxaplii oOpasern
TOMOTE€HU3UPOBAJIN B CTYIIKE C IECTUKOM B )KMAKOM a3zotre. 200 MM nutrnoTpeunTosia
(Fluka Chemika, IIBetitiapus) nobassisiiau k 100 Mr pactutenbHOM TkaHH. OOpas3Ibl
pECYCIICHIUPOBAIM U  00pabaThiBaiM  yJbTPa3BYKOM C  HCIIOJIH30BAaHHUEM
yIBTPa3BYKOBOTo jae3unTerparopa Soniprep 150 Plus (MSE, ®panius) B TeueHue
2 MUH Ha JIby, a 3aTeM UHKyOupoBanu B Teuenue 1,5 4 mpu 4 °C. Kaxasie 20 muH
npoObl TIEpeMENIMBAIA C HCIOJb30BAHHEM BCTpSXHUBATENs THma «Vortex»
(Scientific Industries, CIIIA). 3areM cyrnepHaTaHT OTIACISLUIM C HCIOJIb30BAHUEM
uentpudyru Centrifuge 5430R (Eppendorf, 'epmanust) B reuenue 8 mun npu 2500g
u 4 °C. CynepHaTaHT MEpPEHOCWIA B HOBYIO MpPOOUPKY C HEHIOHOBBIM
MUKpOIEHTPpUYKHBIM (priibTpom ¢ quamerpom mnop 0,22 mxwm (Costar, CIIIA) u
NMOBTOpHO HeHTpudyrupoBanu B TedeHue 2 muH npu 10000g u 4 °C. OO6pa3ibl

xpanwiu npu temmnepatype —80 °C.

2.4.2. BoicokodpdexkTUBHAS KUIKOCTHAsA XpoMaTorpadusi, COBMENIeHHAs ¢

Macc-CNeKTPOMETPUYECKMM AeTeKTHPOBAHHEM

Merton BbICOKO3(P(EKTUBHOMN KUAKOCTHOU XpoMaTorpaduu, COBMEILIEHHOM C
Macc-CIEKTPOMETPHUUECKUM JNETEKTUPOBAHUEM BBICOKOTO paspenieHus
UCIIONIBb30BAJICSL JUIsl ONpeZesieHuss NpoQuiIsi THOJOB M HUX OTHOCUTEIIBHOTO
konuuectBa U npoBoawics B HULIDb PAH (Caunkr-IletepOypr, Poccusi) E. H.
Uepnonoil u . B. Pycckux. AHanu3 3KCTPAKTOB BBIMOJHSINA C UCIOIb30BAHUEM
CUCTEMBI JJI BBICOKOA(D(PEKTUBHOMN KUIKOCTHOM XpomaTtorpaduu nokoneHus LC-
20 Prominence (Shimadzu Corporation, SlmoHust) B coueTaHuu ¢ THOPUAHBIM Macc-
CIIEKTPOMETPOM C TaHJIEMOM OpPOUTAIBHOW W JIMHEWHOW MOHHBIX JIoByIIeK LTQ
Orbitrap XL (Thermo Fisher Scientific, CIIIA) corinacHO METOIMKE, OIMUCAHHOMN

panee (UepnoBa u dp., 2018) ¢ HeOOMBIIMMU U3MEHCHHUSIMHU. Pa3jieneHre THOJIOB
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IpoBOAMIOCH Ha KojoHke SupelcoSil 15 cm x 3,0 mm, 3 MM (Supelco, CIIIA).
[Tonswxnas daza: »modHT A: Boga + 0.1% MypaBbHMHON KHCIOTHI, 3JI03HT B:
anetoruTpua + 0.1% MypaBeuHO#M KHCTOTHL. ['paareHTHOE AmroupoBanue: 2-25%
amodHTa B. Ckopocts mnotoka 0,4 wui/muH. Pasznenenue mnpoBOAWMIM TIpH
xouuenrpanusax aneronutpuna (hypergrade mms LC-MS LiChrosolv®, Merck,
['epmanus) ot 2% 10 5% B BogHOM 3imoeHTe oT 0 1o 5 muH. Ha 5-oi MmunyTe 1o 7-
O KOHIIEHTpPAIIMIO alleTOHUTpIIIA yBeauuuBaiin 10 90% [7si MPOMBIBKUA KOJIOHKH,
3aTeM TPaJIMeHT BO3Bpallaiu K 2% arleToHuTpuiia 10 KoHia ananusa (10 mun).

Macc-CneKTpOMETPUYECKOE  JIE€TEKTUPOBAHUE BBINNOJHSJIM B PEKUME
ANEKTPOPACTBUINTEIIBHOW HOHU3ALMU C PETUCTPALUEH TOJIOKUTEIbHBIX HOHOB.
Jns  AeTeKTUpOBaHUS COCAUHEHUM TMPOBOJUIM CKAHUPOBAaHUE B IMIUPOKOM
nuanasone 3HadyeHud m/z (ot 100 mo 2000). UnenTuduxanuio u KOJIU4EeCTBEHHOE
ONpEJEICHUE THOJIOB TNPOBOAWIM COIJACHO YCTAHOBJIEHHBIM  BpEMEHaM
yaepxxuBanus (¢ ommoOkon He 6oisiee 0,3 MUH), TOUHBIM 3HAYCHHUSM mM/Z (TOYHOCTH
OTIpEJICIICHHs] MacC HE MEHEe 5 ppm) U JIaHHBIM MOJHBIX (PArMEHTHBIX CIEKTPOB.
@dparMeHTHbIE CHEKTPbl MOJIydYald C MCHOJIb30BAHUEM pEXKUMa THUCCOLUAIIMS,
aKTHUBUpYyeEMasi COYJIapEHUSIMU (cid, JAC). [TapameTpsbl Mmacc-
CIIEKTPOMETPUUECKOTO aHan3a: Temrneparypa Harpesarens 300 °C; temmeparypa
kamuisipa 300 °C, raz-nocutens 45 Arb; pacnsustonuii raz 10 Arb; Hanpsikenue
Ha HOHHOM uctouyHuke 3,5 kV, yacrora moaymsmmu S-muH3 69 %. KonudecTBeHHBIN
aHalIM3 TMPOBOJWIM C HCIOJb30BaHMEM METOAA BHEIIHEro CTaHAapTa.
KoHnnientpanuu oOHApY>KEHHBIX THOJIOB PACCUMUTHIBAIM MO TUIOMAAN IMHKOB
cranaaptToB GSH u hGSH (HII® Bepra, Poccust). CTtokoBbie pacTBOPHI CTAaHIaPTOB
(5 MM/1) rotoBumm pacreopennem B 250 MM autrorpentone (Fluka Chemika,
[IIBetinapust) u xpanunu mpu —80 °C.

KonuuecTBo THOJOB B KaxJI0W mpoOe ObLIO MEPECUUTAHO OTHOCHUTEIHLHO
koinuectBa GSH B kilyOeHbKaX TUKOTO TUIA, HPUHSTOIO 32 €AUHUILLY, yepe3 3 HITU
nnu 1 HITU (B 3aBUcUMOCTH OT 3KcriepuMenTa). CTaTUCTUYECKUN aHaIN3 TaHHBIX
MPOBOJMIM C MCIOJB30BaHMEM mporpamMmHoro obecnedenust GraphPad Prism

(GraphPad Software, Inc.). CratucTuuecku JOCTOBEPHBIE PA3IHUUS OTPEIEISIIH C
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ucnonb3oBanueM t-kpurepusi (P < 0,05). DOxcrnepuMeHThl ObUIM TPOBEIEHBI

MUHHUMYM B YETBIpEX MOBTOPHOCTAX, 7 — 10 pacTeHuil Ha BapUaHT.

2.5. MeToauku npodonoAroTOBKH 1 MUKPOCKONMHU
2.5.1. ®uxcanusi MaTepuasa

dukcaruo IpoBOAWIN MO METOIUKE, pa3padOTaHHOM B JIabopaTOPUH paHee
(Kitaeva et al.,, 2018). KnyOenpku (UKCHpOBAIM B CBEKEIPUTOTOBICHHOM
pactBope 3 % mapadopmanbaeruaa B 1/3 konnentpamuu 6ydpepa MTSB (50 MM
nunepaszu-N,N’-6uc(2-3tancynbhonoBas kuciora), S MM MgSO4x7H,0, 5 MM
ATUJICHTIIMKOJIb-0UC(2-aMIUHOATUIIOBBIN a¢up)-N,N,N’,N’-TeTrpaykcycHas
kuciora, pH 6.9) ¢ modaBnenuem 0,25% riyrapansaeruaa, 0,3% Tween-20, 0.3%
Triton-X-100. s onTUMaabHOTO MPOHUKHOBEHHS (UKCATOpa BO3AYX U3 TKaHU
OTKQYMBAJIU TPUKIbI 10 7 MUH ¢ 15 muH untepBasioM mpu 0,9 Gap, UCHOIB3YS

BakyymHbIi Hacoc ME 1C (Vacuubrand, I'epmanust) u octasisiuim Ha HOYb ipu 4 °C.

2.5.2. 'MCTOXMMHUYECKHIT aHAJIHU3 U CBETOBasi MUKPOCKOHS
2.5.2.1. 3aknwuenue mamepuana 6 6ock Cmuomana

3akioueHue B Bock CTuaMaHa MPOBOAMIIN TT0 METOJIMKE, pa3pabOTaHHOM B
naboparopun panee (Kitaeva et al.,, 2018). Ilocme ¢ukcanuu Ki1yOeHbKH
npombiBaiu 0ypepom TBS (50 MM TrisHCI, 150 MM NaCl, pH 7,5) tpu pa3za o 15
MuH. KityOeHbKH OBLIM JETHIPATUPOBAHBI B CEPHH BO3PACTAIONTUX KOHIICHTpAITHit
stanona (10% — 10 mun, 20 — 20 muH, 30 — 30 Mun, 40% — 40 MuH; 10 50 MUH 1715
50%, 60%, 70%, 80%, 90%, u B 96% — 2 paza no 30 MuUH) Ipd KOMHATHOM
TeMrneparype. 3areM KiyoeHbku okpammuBaiu 0,1% TonyuauHOBEIM CUHUM B 96%
sTaHoJj€e B TeueHue HouM. [locie oTMbIBKH 96%-HbIM 3TaHOI0M (2 pa3a 1o 30 MuH)
KIyOeHbKH 3aK/IH0YalId B CEPHIO cMecH 3TaHoiia 1 Bocka Ctuamana (Kitaeva et al.,
2018) mpu 40 °C (10, 20, 35, 50, 80% — no 2 4aca u Houb B 100% Bocke). Jlanee
Marepuail ObuT mepeHeceH B HOBBIM 100% Bock Ctuamana Ha 2 49, TOCIE YEro
KITyOCHBKH OBLIM Pa3lIOKCHBI B CHCIUAIBHBIX PE3MHOBBIX (OPMOYKAX, 3AJIUTHI

100% BockoM Ctunmana u B TeueHue 30 muH nepxanuch npu 4 °C. 3atem 6710Ku ¢
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KJ'IY6€HI>K3MI/I OBLIIM OCTaBJICHBI AJI IMOJIMMEPHU3allMi Ha CYTKH IIpH KOMHATHOM

TeMIiepaType.

2.5.2.2. Ilpuzomosnenue cpe3oé nocjie 3AKNIOYEHUA MaAMepuala 6 60CK
Cmuomana

Cepuiinpie  cpe3nl  kKinyOeHpkoB (14 MKM) ObUIM  TIOMYYEHBI C
UCIIOJIb30BaHUEM poTaimoHHoro Mukporoma HM360 (Microm International GmbH,
['epmanus). Cpesbl ObLTH IIOMEILICHBI Ha IIOKPBITHIE 3-
AMUHOTPONMUITPUITOKCUCUIIAHOM CTEKJIa, Ha KOTOpbIE, B CBOIO O4Yepellb, ObLI
HAHECEH SIMYHBINA O€JIOK, U paclpaBiieHbl JOOABIEHUEM JUCTHUILTUPOBAHHON BOJIBI.
Y nanenue 3aJMBOYHON CpPEIbl CO CTEKOJ MPOBOAUIH ITyTEM MPOMBIBKH JIBAXKIIBI B

96% sranone B Teuenue 30 u 10 muH, 3ateM — B 70% u 40% sTanoie mo 20 MuH.

2.5.2.3. Okpawueanue npenapamog 01 éviA61eHUA cydepuna

[IpenapaTel OkpammBaiu M0 MOAU(DUIMPOBAHHOM Meronuke Jlynas u
Moprana ¢ TOMOIIBIO [WA3MHOBOTO KpPAaCUTENsl HEHUTPaJIbHOTO KPacHOTo,
crienn(UIHO BBISBIISAIONICTO THAPOGOOHBIE JUMUIHBIE JoMeHbI cyOepuna (Lulal,
Morgan, 1992). Crekna npombiaiu 0ydepom TBS 2 paza o 10 MuH 1 OKpanmBaim
0,5% TonmynnuHoBeIM ciHEM B TBS B TeueHue 45 MUH 1 CHOBA TPIKIbI IPOMBIBAITN
oypepom mo 10 wmwun. IIpombiThie cpe3bl okpammBamu 0,1% pacTBOopoM
HerlTpaapHoro kpacHoro B 0,1 M K;PO4 (pH 6,5) B TeueHwe 1 MHH W CHOBa
npombiBaniu 1BS 3 paza mo 10 mun. 3aTem cpessl 3akimouanu B cpeay ProlLong

Gold® antifade reagent (Thermo Fisher Scientific, CIIIA) o mokpoBHOE CTEKIIO.

2.5.2.4. Ceemosas mukpockonus

HccnenoBanus mpoBOIMIN C MOMOIIbI0 MUKpockora AxiolmagerZ1 (Carl
Zeiss, T'epmanus), umdpposbix kamep ColorViewll (Olympus, TI'epmanus) wu
AxioCam506 (Carl Zeiss, I'epmanus) u nporpamuaoro odecrneuerust ZEN 2 core SP1

(Carl Zeiss, I'epmanusi). bbuid uncCnonb3oBaHbl METOAbl IU(PepeHIInaTbHO-
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UHTEeP(PEPEHIITMOHHOTO KOHTpacTta W (PIIyopecieHTHONH MUKpOCKOnUU ((huiabTp

DAPI).

2.5.3. UmMmyHoJIoOKaIM3amusi M Jia3epHasi CKaHUpyomas KoH(oKkajJbHas
MHUKPOCKOIHUSA

2.5.3.1. Ilpucomoenenue cpezoe 06e3 3aKnI0YEeHUA MAMEPUANA 8 3ATUGOUHYIO

cpeoy 0.1: 1a3epHoil CKAHUpyouiell KOHQOKaIbHOU MUKPOCKORUU

[Tocne ¢ukcanmm k1yOeHbKH TIpoMbIBaiiu Oydepom TBS tpu paza mo 15
MUH ¥ 3akiroyaind B 3% arapo3sbiil renb. Cpessl ToaumHoN 50 MKM MOJTydaliy C
UCIIOIb30BAHUEM MHUKpPOTOMa ¢ BHOpHpyromuMm Jje3sueM HMG650V  (Microm,
['epmanus).

B skcniepumenTax ¢ oOpaboTkamu 3k3oreHHbIMH BSO u GSH s ananmza
CTPYKTYpPHOW OpraHu3aluu Ki1yOeHbKOB, OJyYE€HHbIE cpe3bl TpoMbiBaiu B TBS B
teueHue 10 MuH 1 okpammBanu oauaom nponuaus (0,5 Mr/mia) B TeueHUe 7 MUH
JUTsL BU3yanuzanuu sijaep u 6akrepuit. Cpessl npombiBasi B TBS 3 pasza nmo 10 mun
U MoMemain B 3akitovaronnyto cpeny ProLong Gold® antifade reagent (Thermo

Fisher Scientific, CIIIA) o mokpoBHOE CTEKJIO.

2.5.3.2. UmmyHonoxkanuzayuu 60ccmanosieHHou popmot GSH

Jlnst aHanmu3a Jokanu3anuu BoccTaHOBIIeHHON (GopMbl GSH B kimyOeHbkax
JUHUW JUKOTO THIIA W MYTAHTHBIX JIMHWKM, TOJYyYEHHBIE HAa MHKPOTOME C
BUOPUPYIOIINUM JIE3BUEM CPE3bl MHKYOUPOBAIH CHavYasia B OJIOKHPYIOIEM PacTBOPE
Ha ocHoBe Oydepa TBS (5% Obrumit ceiBopoTounbiii ansbymun (BCA; > 96%,
Sigma-Aldrich, CIIA), 0,5% ceiBopotka ko3bl (Sigma-Aldrich, CIIIA), 0,2%
KETaTHH XOJOMHOBOAHBIX pbIO (Sigma-Aldrich, CIIIA)), a 3aTtem B pacTBOpe
anermwupoBanHoro  bCA  (2mr/mn,  Sigma-Aldrich, CHIA) B TBS s
OJiokupoBaHus Hecnenupuueckoro cBs3biBanus, Mo 30 MuH npu 28 °C B Kaxa0M
pacTtBope. Jlanee cpe3bl HHKyOUpPOBaIH B pAaCTBOPE MEPBUYHBIX KPOJIUIHUX aHTUTEI
K BoccTtaHoBieHHoM popme GSH (1:100, Agrisera, lIseuust) B TBS ¢ no6aBnenuem

2 mr/mn BCA (dpakuus V) (Merck, CIIIA) u 0,4 mr/mn anetunupoadsoro bCA B
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teuenue Houu nipu 4 °C. Ilocne npombiBanus cpe3oB S pa3 no 10 mun B TBS, ux
CHOBa MHKyOHMpoBaiu B Onokupyromem pactBope 5% BCA B TBS npu 28 °C B
teueHue 30 muH. MHKYOaI1io CoO BTOpUYHBIMU KO3BUMHU aHTUTEIIAMU K KPOJTUIHEMY
raMMa-rioOyJrHy, KOHbIOrHpOBaHHBIMU ¢ (ryopoxpomom Alexa Fluor 488 (1:500,
Thermo Fisher Scientific, CIIIA) npoBoawmu nipu 28 °C B Teuenue 1,5 4. 3arem
cpe3bl npoMbiBanu B TBS 5 paza no 10 MuH 1 okpammBanu itoauaom npormuaud (0,5
MTI/MJT) B T€UeHHE 7 MUH JIJIsl BU3yalIu3aluuu saep u 6axrepuil. Cpe3bl IpOMbIBAIIN B
TBS 3 paza mo 10 MuH ¥ momemanu B 3akitouaromyto cpeay ProLong Gold®

antifade reagent (Thermo Fisher Scientific, CIIIA) nos moKpoBHOE CTEKJIO.

2.5.3.3. Jlazepnas ckanupyrouiasa KOH@OKaAIbHOU MUKPOCKORUSA
UccnenoBanusi MpOBOAWIM C IOMONIBIO  JIA3€PHBIX  CKAHHUPYIOMIUX

KoH(okanbHbIX MUKpOCcKOTIOB LSM510 META u LSM780 (Carl Zeiss, I'epmanus)
u niporpammHoro odecneuenust ZEN2009 u ZEN2012 (Carl Zeiss, 'epmanus).

HccnenoBanust ObUIM BBINOJHEHBI C UCMOIb30BaHHeM obopynoBanus LIKII
«'eHOMHBIE TEXHOJIOTHH, TPOTEOMHUKA U KietoyHas Owuonorus» OI'BHY
BHUUCXM wu LKII «Kinerounble M MOJEKYJISpPHBIE TEXHOJOTMU HW3YyYECHUS

pactenuii u rpubos» ®I'BYH B1H PAH.
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I'naBa 3. Pe3yabTaThl HCCIe10BAHUM

3.1. U3yueHune nposiBJeHUs 3alIMTHLIX peaknuii B KiaydeHbkax P. sativum,

UHAYUUpyeMbIX MyTauusamvu Sym40-1 u sym33-3
3.1.1. AHaaM3 THCTOXMMHYECKOH JIOKAJM3AlUM OTJIOKeHMl cy0epuHa B

KJay0eHbkax P. sativum amkoro Tuma M MyTaHTHBIX JuHui Sym40-1 u

sym33-3
(Pesynbrarel ucciieoBaHui, mpeactaBieHHble B pazaenax 3.1.1 u 3.1.2 Obum
BKJIIOYEHBl B JIOKTOPCKYIO0 aucceprauuio lLlpiranoBa Bukropa EBrenneBnua,
KOTOPBIM OCYILIECTBIEHO PYKOBOJACTBO JaHHON KaHIUAATCKOM THCCEPTALIIN)

B knyGenbkax P. sativum gukoro tuma depe3 3 HITU oTioxxenus cyoepuna
OBLIIM BBISIBJIEHBI B 3HJ0/IEpME, OTAEIISAIONIECH CIIOM BHYTPEHHEN U HApYyKHOM KOPBI
KITyOeHbKa B moctMepuctemarnueckux TkaHsax (Pucynox 10A-b). B kimyGenpkax
mytanTHOW JuHUH SyM40-1 wepez 3 HIIM Taxxke mpoucxomuna cyOepHHU3ALNN
KJIIETOYHBIX CTEHOK KIyOeHbKoBOUW sHmoaepmbl (Pucynox 11A-T). Opnako, B
OTJIMYHME OT KIIyOCHBKOB JUKOTO THIIA, AUCTAJIbHAS YacTh KIIyOCHBbKA, TJIe OOBIYHO
pacrmoJiaraeTcsi MepHUcTeMa, Takke Oblla OKpyXeHa CyOepeHH3MPOBAHHBIMU
KJIIETKAMU JHIOAEPMBI. B KJIETOYHBIX CTEHKaxX 3HIOAEPMBI, OKpYXKarolen
MPOBOJALIME MYYKH KIyO€HbKA, TAaKKe ObUIM BBISBIEHBI OTJIOXKEHHUSA CyOepuHa
(Pucynok 11B-T'). Takum o00pa3oMm, MyTaHTHBIM KIyO€HEK OKa3bIBaJCH
W30JMPOBAHHBIM OT OCTaJIbHOTO pacTeHusa. B kiyOeHbkax MyTaHTHOW JUHUHU
sym33-3 oTioxeHus cyOeprHa OB BBISBICHBI B CTEHKAX KIJIETOK, 4epe3 KOTOPhIe
npoxonunu  uHpexknuonnsie Hutu (Pucynox 11JI-E). CyGepun Takxke

OTKJIQJIBIBAJICSl B YTOJIIEHHBIX CTeHKaX MHpEKIMOHHbIX HUTen (Pucynok 11K-3).
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Pucynok 10. — I'mcroxummnyeckasi JIOKaIu3anus OTJI0KeHUil cybepuHa B
KJy0eHbKax P. sativum aukoro Tuna yepe3 3 HeeJ M MOCJIe HHOKYJISIIUH
| — mepuctema, Il — 30na nadexun, [I1 — 30Ha a30ThuUKCAIUHN, CTPEIKH
YKa3bIBalOT Ha KIyOEHBbKOBYIO 3HAoAepMy. Cpe3bl OKpalleHbl HEHTpalbHBIM
KpacHbiM. (A)  muddepeHunanbHO-UHTEpPEPEHIIMOHHBI  KoHTpacT, (bB)
dayopeciieHTHas Mukpockonus. MacmraOnas nunelika = 200 MKM.
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Pucynok 11. — I'mcroxummuyeckasi JIOKAJIU3ANUA OTI0KEHUI
cybepuna B kiryoeHbkax P. sativum myranTHbix auHuii Sym40-1 (A-T') n
sym33-3 (- 3) uepe3 3 Heme M mocjie HHOKYJISIIUH

(A-T') cTpenku yKka3bIBarOT Ha KIyOCHBKOBYIO SHIOACPMY M JHIOACPMY,
OKPY’KaIOIIYI0 MPOBOSIINE MyYKd, * — npopopsiue nmydyku. (- E) HakoHeuHHKH
CTpEJOK YyKa3bIiBalOT Ha WH(peKuoHHble HUTH. (K—3) cTpenku yka3bIBalOT Ha
nHpekronnsie HUTU. Cpe3bl OKpallleHbl HEUTpadbHbIM KpacHbIM. (A, B, I, XK)
nuddepennnanbHo-unTepPepeHImonHbIN KoHTpacT, (b, I', E, 3) dayopecuenTHas
mukpockonusa. (A—b, J1-3) carutraneHbie cpesbl, (B, ') momepednsie cpesbl,
CICJIaHHBIE U3 CPEJHEW 4YacTu KiIyOeHbKa, COOTBETCTBYIOIIEH 30HE MH(EKINH B
KITyOeHbKe nukoro Tuna. Macimrabnas nuaeiika (A—E) =200 mxm, (0K, 3) = 20 MxM.

79



3.1.2. AHaau3 oTHoOCUTEeJbHOH H3Kcnpeccud reHoB /RA84 (mepokcuaasa),
HSR203J (mapkep peakunuu runepuyyBcTBUTeNbHOCTH), U ABR17 (6esok
n3 cemeiictrea PR10.4) B kaybOenbkax P. sativum puxoro Tuma wu
MYTaAHTHBIX JuHUI SYyM40-1 u sym33-3
JInia nanpHEeHIero aHaan3a 3alUTHBIX PeaKInid, MPOTEKAIOIMINX B MyTAHTHBIX

kayoenpkax P. sativum muamit sym40-1 u Sym33-3, ObUTH MpOaHAIM3UPOBAHBI

OTHOCHUTEJIbHBIE YPOBHHM TPAHCKPUIITOB Tpex TeHoB: [RA84 (mepokcumasa),

HSR203J (mapkep peakuum TrurnepdyBcTBUTENbHOCTH), U ABR17 (Oemox wu3

cemeiictBa PR10). Jlns rena 7RA84 makcuMallbHBIH YPOBEHb TPAHCKPHUIITOB

HaOmopancsa yepe3 2 HIIU kak B kiyOeHbKax IUKOTO THIMA, TAK U B MyTaHTHBIX

kiyoOenpkax (Pucynok 12A). Tem He meHee, y MmyTaHTHBIX JuHMNA SYM40-1 1 Sym33-

3 YPOBHU TPAHCKPUIITOB ObLIM 3HAYUTEIHHO BBIIIE, YEM Y JTUHUU JIMKOTO TUIIA HA

KoM cpoke aHanm3a (Pucynok 12A). Yposens tpanckpuntoB rera HSR203J B

KITyOCHbKax MyTaHTHOW JuHUK SYM40-1 ObUT 3HAYUTENHHO BBINIC, YeM B

KITyOCHbKax JIMHUU JIMKOTO TUMA Ha Bcex cranuax aHanusa (Pucynok 12B). ¥V

MyTaHTHOW JuHMH SYM33-3 ypOBEHb TPAHCKPHUITOB 3HAYMTEIHHO MOBBIIIAJICS

yepe3 4 u 6 HIIU no cpaBuenuto ¢ nunueit aukoro tuna (Pucynok 125).

YpoBenb TpanckpuntoB rena ABR17 Gbut 3HaunTENBHO BhIIIE B KITyOCHBKAX
MyTaHTHOU JmHUU SYyM40-1, yem B kiyOeHbKax JUHHM TUKOTO THUMa depes 2 u 4
HIIN u ve otnnuancs Ha cpoke 6 HITU. B kiybenbkax MyTaHTHOU JTUHUU SYM33-3
ypoBeHb TpaHCKpunToB reHa ABR17 ne otnuuasicst Ha cpoke 2 HIIU u Obut BeIIIIE,
4yeM y JIuHuM qukoro tuma Ha cpoke 4 HITU (Pucynoxk 12B). B To sxe Bpemsi ypoBeHb
TPaCHKPUIITOB O3TOTO T'eHa B KIyOeHbKaXx MyTaHTHOW JuHMM SYymM33-3 ObuI

3HAYUTEIBHO HIKE, YeM Y JJMHUU AuKoro Tuna Ha cpoke 6 HIIU (Pucynok 12B).
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Pucynok 12. — /Iunamuka 3xcnpeccuu reioB: /RA84 (nepokcuaasa),
HSR203J (Mapkep peakuuu runepuyBcTBUTEIbHOCTH), ABR17 (6es10K 13
cemeiicrBa PR10.4) B kiryfenbkax P. sativum qukoro Tuma m MyTaHTHBIX

Junnii Sym40-1 u sym33-3

* — CTaTUCTUYECKU 3HAYMMBbIC PA3JIMUUs JUKOTO THUIA M COOTBETCTBYIOIIHUX
MYTaHTHBIX JINHUI BHYTPHU OJTHOM BpeMeHHoU ToukH (t-tect, p <0,05), # — BHyTpHU
reHotuna, B cpaBHeHuu c¢ 2 HIIU (kputepuit Januerra, p <0,05), & — BHyTpu
reHotuna, B cpaBuenuu ¢ 4 HIIN (kpurepuii Jannerra, p <0,05).
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3.2. AHaJIM3 OTHOCHUTEJbHOH JKCIpecCHHM TeHOB OHOCHHTE3a THOJIOB B
TPexXHeleJbHBIX KOPHSIX M KJIy0eHbkax P. sativum amkoro Tuma u
MYTaHTHBIX JuHui Sym40-1, sym33-2 u sym33-3
beuta mpoananusupoBana skcnpeccus reaoB GSH1, GSHS u hGSHS B 3-

HEJICTbHBIX HEHMHOKYJIHUPOBAHHBIX (KOHTPOJBHBIX) KOPHAX M KIyOE€HbKaxX BCEX

reHotunoB. Yposenb MPHK rena GSH1 B kiryOeHbKax JUKOTO THIIA HE U3MEHSICS

0 CPaBHEHUIO C KOHTpOJbHbIMU KOpHsMHU (PucynHok 13A). B kiyOeHbpkax

MyTaHTHBIX JmHAA Sym40-1, sym33-2 u sym33-3 Habmomanoch JTOCTOBEPHOE

yBenuueHne skcrnpeccud GSH1 1o cpaBHEHHMIO C KOHTPOJIbHBIMH KOPHSIMH U

KITyoeHbKkaMu qukoro tuma (Pucynok 13A).

VYpoBenb 3xcnpeccun rena GSHS noctoBepHO yBenMuMBaics B KiIyOeHbKax
[0 CPAaBHEHUIO C KOHTPOJBHBIMU KOpHSIMH Yy Bcex TreHotunoB (Pucynok 13A).
Yposan MPHK GSHS B kiny6enbkax Sym40-1 u sym33-3 ObLIM JOCTOBEPHO BHIIIIE,
4eM B KJIIyO€HbKaxX IWKOTO TuMa. Torja Kak B MyTaHTHBIX KIyOeHbKax Syma33-2,
OJIOKUPOBAHHBIX HAa CaMON paHHEW CTaguU Pa3BUTHUS CPEIU MYTAHTOB, YPOBEHD
IKCIIPECCUU OBLIT HUXKE, YEM B KIIyOCHbKaX AUKOTO Tura. CaMblil BEICOKHIA yPOBEHb
skcnipeccun GSHS naOmiomasncss B kiyOeHbkax MyTaHTHOM JjmHHH Sym40-1
(Pucynok 13A).

KoHTposbHBIE KOPHU BCEX T€HOTHIIOB, KpoMe Sym33-2, XapaKTepH30BaIHChH
OoJiee BBICOKUM ypoBHeM dKcnpeccun reHa hGSHS o cpaBHEHUIO ¢ KITyOCHbKaMH.
B xmybenpkax Sym33-2 (6e3 BbpIXoma OakTepwil B IUTOIUIA3MYy PaCTHUTEIHHOU
KJICTKH) MOJACPKUBAJICSI TOT e ypoBeHb dkcrnpeccun NhGSHS, uro u B
KOHTPOJbHBIX KOpHSX (Pucynok 13A).

bt mpoBeieH aHamu3 ypoBHEH SKCIIPECCHH T€HOB B OHO- U IBYXHEEIBHBIX
KOpHSIX W KiIyOeHbkax pacreHuid nukoro tumna (Pucynox 13bB). Habmromanoch
3HAUMTEIbHOE TOBBIIEHUE YpoBHS sKkcnpeccun GSHS u HebGonblioe cHUKEHUE
skcrpeccun hGSHS B ofHOHeAenbHBIX  KIyOGHbKaX IO CPaBHEHHUIO C
KOHTPOJIbHBIMU KOpHAMH. B JIBYXHEJENBbHBIX KIyOEHbKAX MOJIACPKUBAIICS
BBICOKUH ypoBeHb 3kcmpeccun GSHS, torma kak skcmpeccus hGSHS Obuta

SHAYUTCIIbHO CHH)KCHA 110 CPABHCHHUIO C KOHTPOJIbHBIMU KOPHSIMMU.
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O THOCHTEN b HBIA YPOEEHE 3KCNPpEeoCHn

A — TpexHenenbHblE HEMHOKYJIMPOBAHHbIE KOPHU (KOHTPOJb) M KIyOEHBKU
(unokynsinus). b — onpHoHenenbHble (1 Hen) U AByXHedenbHbIE (2 Hen)
HEMHOKYJIMPOBAHHbIE KOPHU (KOHTPOJIb) M KIyOeHbKH (MHOKYIsmwus). ['paduxu
JEMOHCTPUPYIOT PE3yJbTaThl TPEX HE3aBUCHUMBIX IKCHEPUMEHTOB. A — OYKBBI
yKa3bIBalOT Ha gocToBepHbIe paznuuus (P <0,05) a, Mexk1y KOTpOJIbHBIMU KOPHSIMH
MYTaHTHBIX JINHUH U JTUHUEH TUKOTO TUIIa; D, MeX 1y MyTaHTHBIMHU KIIyOCHbKAMHU H
KITyOCHbKaMH JUKOTO THMA; C, MEeXAY KIyOCHbKAMU U KOHTPOJIHHBIMU KOPHSIMU
BHYTPU OJIHOTO T€HOTHNA. b — &, MEeX1y KOHTPOJIbHBIMU KOPHSIMU JAUKOTO THUIIA
pPa3HOTO BO3pacTa; C, MEXy KIyOeHbKaMU U KOHTPOJBLHBIMU KOPHSIMHU B Mpe/eax
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KoHTpane HHorymALMA

Pucynok 13. — OTHOCUTE/IBbHBIN YPOBEHb IKCIPECCMU I'€HOB OMOCHHTE3a
GSH n hGSH B kiy6eHbKax 1 HeMHOKYJIMPOBAHHBIX KOpHsX P. sativum

aukoro tuna (JIT) m myranTHbIx Juamii Sym40-1, sym33-3 u sym33-2.

OIHOW BPEMEHHOMN TOYKH.
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3.3. AHAJIM3 co/lepKaHUsl THOJIOB B TPeXHeeJbHbIX KOPHSIX M KJIy0eHbKax P.
sativum QuKoro TMma ¥ MyTaHTHBIX JouHHI Sym40-1, sym33-2 u sym33-3
UTOoOBl OLICHUTHh KOPPETAIUI0O MEXKAY HU3MEHEHUSMH JKCIPECCHH TEHOB

ounocunte3a GSH n hGSH u ¢daktuyeckuMu ypoBHSMHU THOJIOB, OBLIO MPOBEIACHO

KOJJMYECTBEHHOE OIPEICICHNEe HU3KOMOJICKYJIIPHBIX THOJIOB B KOHTPOJBHBIX

KOpHSX U KiyOeHbKax Bo3pactoM 1, 2 u 3 Hegenu (Pucynok 14A-b).
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Pucynok 14. — OTHOCUTEJIbHBINI YPOBEHb COACPKAHUS THOJIOB B KJIY0OeHbKAX
M HEMHOKYJTHPOBAaHHBIX KopHsx P. sativum nqukoro Tuna (JIT) u MyTaHTHBIX
Jununii sym40-1, sym33-3 u sym33-2.

A — TpexHenenbHbIE HEMHOKYJIUPOBAHHBIE KOPHU (KOHTPOJb) U KIyOCHBKU
(unokymsinus). b — omHonenenwpHbie (1 Hem) u  nByxHedenbHbIE (2 HEN)
HEMHOKYJIMPOBAHHbIE KOPHU (KOHTPOJIb) U KIYOEHbKH (MHOKYJSALHMSA). 3HAUCHUS
HOPMAaJIM30BaHbl A — OTHOCHUTENbHO KosimyecTBa GSH B KilyOeHbKaxX IUKOTO TUIA
yepe3 3 HIIM b — xomuuectBa GSH B kinyOeHbkax aukoro tumna yepe3 1 HIIN.
['padmku 1EMOHCTPUPYIOT PE3yIbTAThI UETHIPEX HE3aBUCUMBIX IKCIIEPUMEHTOB. A
— OyKBBI YKa3bIBatOT Ha JocToBepHBIe pazaudus (P < 0,05) a, B konuyectBe GSH B
KIyOCHbKaX B CPaBHCHUHM C KOHTPOJBHBIMU KOpHsMH; D, B konmuectBe GSH B
MYTaHTHBIX KIyOCHbKax B CpPaBHCHHU C KIyOCHbKAMH IUKOTO THMA; C, B
xonmuuectBe hGSH B ki1yOeHbKaxXx B CpaBHEHHUHU C KOHTPOJILHBIMU KOpHsMHE; d, B
komnuectBe hGSH B MyTaHTHBIX KiIyOeHbKax KiIyO€HbKax B CpPaBHEHUH C
KiyOeHbkamu nukoro tumna. b — a, B konuuectse GSH B kiyOeHbKax B CpaBHEHUU
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C KOHTPOJIBHBIMHU KOpHSIMU; D, B kommuectBe GSH B AByXHeeNbHBIX KITyOCHbKAX /
KOPHSIX B CPAaBHEHUU C OJJHOHEENbHBIMH,; C, B KonndyecTBe hGSH B nByXHenenbHBIX
KITyOeHbKax / KOPHSAX B CPABHEHUU C OJHOHEICIbHBIMH.

Konnentpanus GSH u cootnomenne GSH : hGSH B kimyOenbpkax Bcex
I€HOTHUIIOB ObLIM 3HAYUTENIBHO BBIIIE, YEM B KOHTPOJIBHBIX KOpHAX (Pucynok 14A,
Tabnuua 2). Ognako, y MytanTHo#M jauHuM Sym33-2 cootHomenune GSH : hGSH
OBUIO caMbIM HHU3KUM cpeau KiyOeHpKoB. B kimybenspkax Sym33-3 yposenr GSH
ob11 conoctaBuM ¢ ypoBHeM GSH nukoro tuna, ogHako, konnyectBo hGSH Obuio
BBIIIIE, YTO NpHUBOAMIO K cHuxkeHuto cootHomenuss GSH : hGSH. Hecmotpsa Ha
camblii BBICOKMH ypoBeHb dkcmpeccu GSHS B kiyOeHbKax MyTaHTHOW JIMHUHU
sym40-1, konuuectBo GSH, xkak m hGSH, B HuX ObLIM HMKE, YeM B KIIyOCHBKax
JTUKOTO THIA U MyTaHTHOH nuHuM Sym33-3. Tem ne Mmenee, cootnormenne GSH :
hGSH 651110 TakuM ke, Kak B KIIyOeHbKaxX MyTaHTHOU JInHUM SYM33-3, U BBIIIIE, YEM
B KiyOoeHbkax Sym33-2. Kpome Toro, oka3anock, YT0 CHUKEHHE YPOBHSI IKCIIPECCUN
rera hGSHS B ki1yOeHbKax 10 CPaBHEHUIO ¢ KOHTPOJIBHBIMH KOPHSIMU HE IPHUBOIUT
K COOTBETCTBYIOIIEMY yMeHblIeHHt0 KoiuuectBa hGSH, ¢aktuuecku, ypoBeHb
hGSH Obin BhIllle B KITyO€HbKaxX AWKOTO THMA W MyTaHTHOW JuHUU SYymM33-3 1o
CPaBHEHHUIO C KOHTPOJIbHBIMU KOPHSIMH U HE U3MEHSUIICS B KITyO€HbKAaX MYTAaHTHBIX
aunuit Sym40-1 u sym33-2.

CootHomenne GSH : hGSH 0b110 MakcuManabHBIM B KIyO€HBKAaX AUKOTO
TUNIAa U CHUXKAJIOCh B MYTaHTHBIX KIyOE€HbKAax B 3aBUCUMOCTH OT CTaJUM MX
pa3Butus (Tabnuna 2). OgHako KaxIbli U3 U3YUYEHHBIX T€HOTUIIOB MOKa3all CBOM
KOMITO3UIIMOHHBIN COCTaB THOJOB B Ki1yOeHbkax. Hanbonbimas konuentpanus GSH
CpeIu BCeX T'€HOTHUIIOB HaOIolanach B KIyOCHbKaX MUKOTO THIA U MYTaHTHOM
auanm Sym33-3, hGSH — B kirydoenbkax Sym33-3.

YToObI MOHSATH, CBA3aHbI JIU BBISIBIICHHBIE PA3JIUUUS B COACPKAHUH THOJIOB CO
cTamued pa3BUTHS KIyOeHbKa, Ha KOTOPOH OJOKMPOBAaHBI MYTAaHTHI, WU C
METa0OJMYECKUMH HW3MEHEHUSIMU B HEI(PPEKTUBHBIX KIyOEHbKAaX, Mbl TaKkKe
IpOaHAIM3UPOBAIM HEUHOKYJIMPOBAHHBIE KOPHU U KIIyOEHbKH pacTEHUM OJHO- U

NByxHenenbHoro Bo3pacta (Pucynok 14b). B KOHTpOJIBHBIX KOPHSIX COOTHOILIEHUE
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GSH : hGSH 65110 CpaBHUMO C TaKOBBIM B TPEXHEAEIbHBIX KOHTPOJIBHBIX KOPHSIX
(Tabmuna 2). Konnentpanus GSH u coornomenune GSH : hGSH B kinyOenbkax
yBenuuuBanuch uepe3 2 HITN. Cootnomenune GSH : hGSH 0Obu10 cambiM BBICOKUM
cpeau Bcex oOpasIloB B JIBYXHEIEIbHBIX KiIyOeHbKax aukoro tuma (Tabmuma 2).
GSH npucyTcTBOBaN B Ka4€CTBE OCHOBHOTO THOJIA BO BCEX MPOAHATM3UPOBAHHBIX

oOpasrmax.

Ta6auna 2. OTHOCUTENbHOE coep:kanne u cooTHomenue GSH : hGSH B
KJIy0eHbKaX H HEMHOKYJIHPOBAHHBIX (KOHTPOJbHBIX) KOpHsAX P. sativum
AUKOTO THNA U MYTAHTHBIX JIMHUI OJTHO- , IBYX- M TPEXHeIeJIbHOr0 BoO3pacTa

GSH hGSH GSH : hGSH
AT xopuu 3 HEL. 0,30 £ 0,02 0,14 £0,04 2,1
AT kiy©0. 3 Hep,. 1+0,02 0,25 +£0,01 4,0
sym40-1 xopuu 3 Hex. 0,24 + 0,03 0,16 + 0,04 15
sym40-1 kiny6. 3 He. 0,49 + 0,05 0,17+ 0,01 2,9
sym33-3 kopHU 3 HEJI. 0,27 £0,05 0,18 £0,05 1,5
sym33-3 kiry6. 3 He. 1,05+ 0,09 0,35+ 0,01 3,0
sym33-2 xopHu 3 Hex. 0,30 £ 0,04 0,22 +£0,03 1,4
sym33-2 xiy6. 3 Hex. 0,42 + 0,02 0,20 £ 0,01 2,1
IT xopuu 1 He. 0,64 + 0,05 0,39 + 0,05 1,6
AT kiny0. 1 ven,. 1+0,09 0,41+ 0,06 2,4
IT xopuu 2 Hep. 0,43 +0,03 0,25 +0,02 1,7
AT kiy©6. 2 Hep, 1,29+ 0,18 0,24 £ 0,06 54

AT — nukuii TUN; KOPHU — HEMHOKYJIUPOBAaHHBIE KOPHU; KITy0. — KIIyOCHbKH; HEJl. —
HEJeIIN

JlaHHBIE IIPEICTABIAIOT COOOM CpeTHUE 3HAUCHHUS £ CTaHAapTHAS OMIMOKA CPEIHETO
JUIL  YeTBIPEX-TISATH  MOBTOPOHOCTEH. 3HAUCHHMS ObUIM  HOPMAaJIU30BAHBI
oTHOcuTeNbHO KonmmyecTBa GSH B kiyOenbkax qukoro tumna yepe3 1 wiu 3 Henenu
MOCJIE UHOKYJISILIAH.
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3.4. AHaau3 HMMMYHOJOKAJU3AIMU BOCCTaHOBJeHHOH ¢opmbl GSH B
KIy0eHbKkax P. sativum aukoro THma W MYTaHTHBIX JuHHi Sym40-1,
sym33-2 u sym33-3
B xnyOenpkax P. sativum aukoro Tuma curHai, accouuupoBaHHbiii ¢ GSH,

ObLT OOHApYKEH B MUTOIUIa3Me MepucTteMaTudeckux kietok (Pucynok 15I'-E), B

UTOIIa3Me U siipax WH(UIMPOBAHHBIX KJIETOK B 30HE nHpeku (Pucynok 15—

W), B nuTomiazmMe 1 cMMOMOCOMax B KJIeTKax 30HbI a3oTdhukcanuu (Pucynok 15K—

M), B KJI€TKaxX MapeHXHMbl KIIyOE€HbKA M MPOBOASIINX ITyuykax PucyHok 15A-B).

Curnain oTcyTCTBOBaJ UM ObLI €/1Ba 3aMETEH B MaTPUKCE MH()EKIIMOHHBIX HUTEN U

karnenb (Pucynox 15K-1).

Jlokanuzanusa GSH Oblna Takke NpoaHaIM3WpPOBaHA B CUMOMOTHYECKHUX
KIyOeHbKax MyTaHTHbBIX JuHHNA SYym40-1 (PucyHok 16), sym33-2 (Pucynok 17) u
sym33-3 (Pucynox 18). B kmyOeHpkax 3THX MYTaHTOB HapyIIEHO pa3BUTHE
UHGEKIHOHHBIX HUTEeH (Sym33-2 u Sym33-3), nH(EKIIMOHHBIX Karellb © CAMOMOCOM
(sym40-1). ¥ myranTHO#M JuHuKr Sym40-1 MeTka B OCHOBHOM acCOIIMUPOBAJIACH C
uHuIMpoBaHHbIME KieTkaMu (Pucynok 16 A—B), makcumyMm curnana Habmogancs
B OakTepusx, BbIMIEAMUX W3 MHPEKIMOHHbIX Kanenb (Pucynok 16I'-E). Kak u B
K1yOeHbKax JUKOTO THIMA, B MaTpukce MHQPEKIMOHHBIX HUTEH W B
rUnepTpoUpPOBaHHBIX HWH(GEKIMOHHBIX KalllsIX CUTHaJa He HaOIoganoch
(Pucynok 16I'-E).

KnyOenbkn MyTaHTHOUN TUHUHN SYM33-2 NIEeMOHCTPUPYIOT CTPOTHIA (EHOTHUIT
U XapaKTepU3YIOTCS OCTAaHOBKOW Pa3BUTHs Ha paHHUX cTraausax. Mubekuonnas
HUTbH, OJIOKUPYETCA B KJIETKAX HAPYKHOW KOPHI KOpPHs, HE MPOHUKAs BriayOb
dbopmupyromierocss kiyoeHbka. Bbixon Oaktepuil 3 WH(PEKIMOHHOW HHUTH HE
npoucxoaut (Pucynok 17A-B). YpoBens curnana, accoruupoantoro ¢ GSH, 6wt
HEBBICOKUM U JIOKajau3oBayics B nuroriazme (Pucynok 171-E).

Ha wmytanTHbIX pacteHusix Sym33-3 oOpasyroTcst Oeinble KIyOEHBKH C
«3anepThiIMU» WHMEKITMOHHBIMUA HUTSIMH 0€3 Bbixoja 6akrepuii (Pucynok 18A-B).
B HEKOTOphIX M3 ATHX WHMEKIMOHHBIX HUTEH, KOTOpHIE, BEPOSATHO, MEPBHIMU

KOJIOHM3UPOBAIN KITyOCHBKOBBIM TMPUMOPIUN, WHTCHCUBHBIM CUTHAJI OBLI
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accoruupoBan ¢ Oaktepusimu (Pucynox 18I'-E). Tak kak ammens Sym33-3
xapaktepuzytorcsi  «leaky»-peHoruriom, He  Bce  HHUTH  OKa3bIBAIOTCS
3a0JIOKUPOBAHHBIMU M B HEKOTOPBIX KIyOEHBKAaX B OIpPENEJICHHBIX KIIETKax
MPOUCXOUT BbIX0H OakTepuil. Curnain He ObuT 0OHAPYKEH B TAKUX UH(DEKITMOHHBIX
HUTSAX, KaKk U y JUKOTO THIA, HO HAOMOgancs B LUTOMJIa3Me M spax
uHpuupoBanHbix kietok (Pucynox 18XK-UM). HMuteHcuBHBIH curHam Obul

accOIMUPOBaH ¢ BeimeaAuMu 0aktepusimu (Pucynok 18K—M).
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Pucynok 15. — UmmyHonokanauzanusa GSH B kiy0eHbKkax 1MKOro THUIA
yepe3 3 Hele M MOCJIe HHOKYJISIIUN

O6mmii Bun kinyoOenbka (A-B); kierku mepucrembl — (I'—E); KiIeTKM W3 30HBI
no3aHedt uHpexnun — (K-U); azorduxcupyromas wimetka — (K-M). 3onb
KITyOeHbKa 0003HaueHbI puMckuMu 1udpamu: [ — mepucrtema, Il — 30Ha nHpEKIINH,
Il — 30Ha a3oTdukcanyu, M — MPOBOISIINA MYyYOK, M — MUTO3, S — SIPO, CTPEIIKa
yKa3bIBaeT Ha MH(EKIHOHHYIO HUTh, HAKOHEYHHUK CTPENIKH — Ha MHPEKUHUOHHYIO
karuro. Hanmoskenue 3enmeHoro m kpacHoro kanaioB (A, I', K, K), Hamoxenue
nudepeHnnanbHo-uHTEPPEPEHIIMOHHOTO KOHTpacTa u kpacHoro kanana (b, [, 3,
JI). TemnoBas xkapTa ¢ 0003HAYEHHEM pacCHpeNesieHuss WHTEHCUBHOCTHU
¢dayopeciieHTHOro curHaia 3eneHoro kanana (B, E, 1, M). 3enensiii kanamn —
ummyHostokanu3anus GSH, kpacuerit kanan — JIHK spep u 6akrepuii/6akTeponioB.
Macmrabnas nunerika = 100 mxm (A-B), 10 mxm (I'-M).
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Pucynok 16. — Ummynosnokanuzauusa GSH B ki1y0eHbKaX MyTAHTHOM JIMHUM
sym40-1 yepe3 3 Hexeu NMoOcJ€e HHOKYJISAIUA

Oo6mmii Bua kiyoenbka (A—B); undunuponannbie kinetku (I'-E). 3oHb1 kiTyOeHbKa
o0o3HaueHbl puMckumu Iudpamu: I — mepucrtema, Il — 3ona undexnuu, 1 — sapo,
CTpelika YyKa3blBaeT Ha WH(EKIIMOHHYI0O HHUTh, HAKOHEUYHUK CTPEIKA — Ha
WH(DEKIIMOHHYI0 Karuto, * — BeimeAmme Oaxktepun. HanoxeHue 3eneHOro u
KpacHoro kaHaioB (A, I'), nanoxenue nuddepeHunanbHO-UHTEPPEPEHIIMOHHOTO
KoHTpacTa U KpacHoro kanHana (b, J[). TemnoBas kapta ¢ o00O3HauYeHUEM
pacnpenenenrs HHTEHCUBHOCTU (DITyOpECIIEHTHOTO CHTHaia 3elieHoro kaHana (B,
E). 3enensiii kanan — ummyHonokanu3auusd GSH, kpacusiii kanan — JJHK sinep u
OakTepuii/6akTeponioB. MacmrabHas nunelika = 100 mxm (A-B), 10 mxm (I'-E).
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Pucynok 17. — Ummynosnokanusanusa GSH B ki1y0eHbKaX MyTAHTHOM JINHUM
Ssym33-2 yepe3 3 Hele U MOC/Ie HHOKYJISAIIUH

OO6muit Bujg kinyoennka (A—B); kiteTka ¢ «3aneptoi» nHpekinonHoi HuThio (I'-E).
Crpenku yka3blBalOT Ha MH(PEKUUOHHbIE HUTH. HanokeHne 3e1IeHOro U KpacHoro
kaHaloB (A, I'), Hanoxxenne AuddepeHunanTbHO-UHTEP(PEPEHIMOHHOT0 KOHTpacTa
u kpacHoro kanana (b, []). TemmoBas kapra ¢ o0o3HAYEHHEM pacHpeeICHUsS
WHTEHCUBHOCTU (DIIyOPECIIEHTHOTO curHana 3eneHoro kanana (B, E). 3enensrit
kaHanl — uMmMmyHoJokanm3auus GSH, kpacseiii kanan — JHK spep wu
OakTepuit/6akTepouoB. Macmraduas auHeitka = 100 mxm (A-B), 10 mxMm (I'-E).
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Pucynok 18. — Ummynoaokanuzanusa GSH B kiy0eHbKaX MyTAHTHOM JTMHUM

sym33-3 uepe3 3 Hele U MOC/Ie HHOKYJISAIIUH
O6mmit Bun kiyoenpka (A—B); 3amepteie unHdeknuonusie Hutu (I-E);
nHpunrpoBanubie kietku (K—); knetku ¢ Beimenmumu 6akrepusmu (K—M). T —
MEpHUCTEMA, 51 — SIAPO, CTPETKA YKa3bIBAaeT HAa MH(PEKIIMOHHYIO HUTh, HAKOHEYHHK
CTpENIKH — Ha WH(EKIMOHHYIO KaIulo, * — BeimeAmue Oakrepun. Hamoxenue
3enmeHoro u kpacuHoro kananoB (A, I', XK, K), nmanoxenune nuddepeHnmaipHo-
nHTep(PepeHITMOHHOT0 KOHTpacTa u kpacHoro kaHana (b, I, 3, JI). TermoBas kapta
c o0O3HaueHWEM pacHpeneieHuss WHTCHCUBHOCTH (IyOPECIICHTHOTO CHTrHaja
senieHoro kanana (B, E, U, M). 3enensiii kanan — ummyHosokanuzaius GSH,
kpacHblil kaHan — JIHK snep u O6axrepuit/6aktepounoB. MacmraOHas JuHelka =
100 mxm (A—B), 10 mxm (I'-M).
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3.5. AnHaau3 BJusiHusL 00padoTku L-0yTmoHmH-S,R-cyib(OKCHMHHOM Ha
MOP}0JI0THI0 KJIY0OEHHLKOB W JKCIPECCHI0 TeHOB B KOPHSIX pPAaCTeHUH
JTUKOT0 TUNA U MYTAHTHBIX JuHMii Sym40-1, sym33-2 u sym33-3
st Toro, utoObl BbIsIBUTH pasznuynbie poii GSH u hGSH B pazButun

CUMOUOTHUYECKUX KIYOCHbKOB UM TPOTEKAHUM 3alUTHBIX PEAKUUM Mpu

Hedp(PEeKTUBHOM cHMOMO3€e, KOpHU pacTeHuil obpabareiBamu 0,1 MM pacTtBOpom

BSO, Be3piBatonum gedurut GSH n hGSH. Ananus ¢ momorisio BOXKX mokaszai,

gyt0 00padoTka BSO mpusena k 94% u 96% cumwxenuto kommuectBa GSH  hGSH,

COOTBETCTBEHHO, B KOPHSX C KIIyO€HbKaMU y pacTeHuid nukoro tuna (Tabnuua 3).

Knybenbkn Ha HEOOpaOOTaHHBIX PACTEHUSX JUKOTO THUIIA, BBIPAIICHHBIX 0€3

ceMsioied, ObLIM PO30BBIMU U HUMEJIM TUIUYHYIO ISl HEACTEPMUHUPOBAHHBIX

KITyOCHBKOB THCTOJIOTHYECKYI0 opranuzanuio (Pucynok 19A-b). V pacrenunii

JUKOro Tumna, oopaboTaHHbIXx pacTBopoM BSO, HaOmomanoch CHUKEHHUE YHUCIIa

Ki1yOeHbkoB Ha 46% (Tabmuma 3). MHUKpOCKONUYECKUN aHalIU3 KIyOEHBKOB,

oOpabotanHbiXx pactBopoM BSO, BbIABHI NOpPeKIECBPEMEHHYIO JIETPaIallUIO

CUMOMOTHUYECKUX CTPYKTYP B OCHOBAHHMH W IIEHTPAJIBHON YacTH KIyOEHBKOB, UTO

yKa3bpIBae€T Ha WHAYKIUIO paHHero crapeHust (Pucynoxk 19B-I'). Pacrenus,

obpabotanubie pactBopamu 0,1 MM BSO u 0,5 MM GSH, umenu Takoe xe 4uCio

KJTyOEHBKOB, UTO 1 He0OpaboTaHHble pacTenus, a ypoBHM GSH u hGSH B kopHsX €

kiryoenbkamu gocturanu 237% u 88% (ot ypoBHS HEOOpaOOTAaHHBIX PACTCHHI),

cooTBeTcTBeHHO (Tabnuma 3). B uenom B 3THX KiIyOeHbKax HE MHIYLIMPOBAJIACh

MPEeXKJIEBpEMEHHAs Jerpajainus KieTok 30HbI azordukcanuu (Pucynok 19/1-E),

OJIHAaKO, B HEKOTOPBIX KJIETKax ObUIHM BUAHBI cienbl Aerpaganuu (Pucynok 19E).

93



Taoauna 3. KosimyecTBO KJI1YOeHbKOB H OTHOCUTEJIbHOE KOJIUYEeCTBO
THOJIOB B JIBYXHe/IeJIbHbIX KOPHAX ¢ KJIyOeHbKkamu P. sativum qukoro Tuna u
MYTAHTHBIX JIMHMIi, 00padoTanHbIX pacTtBopamu 0,1 MM L-0yruonus-S,R-
cyabdpokcumuna (BSO) u 0,5 MM rayratuona (GSH)

Hucmo Cuamxenue | KommuectBo | KommuectBo
KITyOSHBKOB™ | KOJIMYECTBA GSH hGSH
KJ1yOE€HbKOB (%)** (%)**
(%)
AT 34+7 100 100
AT +BSO 18,5+ 3,8 46 6 4
AT +BSO+GSH 37+54 237 88
sym40-1 25+ 1 100 100
sym40-1 +BSO 18,5+3,5 6 1
sym40-1
31+2,6 26 103 113
+BSO+GSH
sym33-3 13,7+ 8,5 100 100
sym33-3 +BSO 0,3+0,3 98 3 1
sym33-3
4,5+2,5 50 37 18
+BSO+GSH
sym33-2 25+1,5 100 100
sym33-2 +BSO 1,3+0,7 50 4 2
sym33-2
28+0.9 290 49
+BSO+GSH

* — JlaHHble TPEACTABISAIOT COOOM cpedHee 3HAUCHHE + CTaHAapTHas oImMOKa
CPEIIHETO JJIsl TPEX MOBTOPHOCTEM.

** — Jlns xaxaoro renotuna koaudectBo GSH unu hGSH (HM/Mr ceiporo Beca) B
HEe0OpabOTaHHBIX KOPHAX C KiTyOeHbKkamMu Ob110 puHATO 32 100%.
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BSO 0,1 MM KoHTponb

BSO 0,1 mM + GSH 0,5 MM

Pucynok 19. — I'ucrosiornyeckas opranu3anusi KiiyoenokoB P. sativum
JAUKOT0 THNA, 00padoTaHHble pacTBOpamMu L-OyTHuonuH-S,R-cyabdpokcumMuna
(BSO) u rayraruona (GSH) yepe3 2 Heesin mocjie HHOKYJISIIMH.

| — mepuctema, Il — 30ona undexuu, Il — 30na azorpukcauuu, IV — 30Ha
CTapeHus; s — Apo; UK — UHQUIMpPOBAHHAs KJIETKA; HK — HEWH(ULHMPOBAHHAS
KJIETKA; TUK — JIerpaaupyomias nHpuuupoBanHas kietka. (A, B, /1) oomuii Bua. (b,
I', E) ungunuposannsie kietku. (A—b) HeoOpaboTanHble KIIyOEHBKU (KOHTPOJIb).
(B-T') xinybenbku Ha pactenusx, oopadorannsix 0,1 MM pactBopom BSO. ([I-E)
KITyOCHBKM Ha pacTeHUsIX, 00padoTanHbix pacTBopamu 0,1 MM BSO u 0,5 MM GSH.
Hanoxenue nuddepeHunaibHO-UHTEPPEPEHIIMOHHOTO KOHTpacTa MU KPacHOTO
KaHana, kpacHbii kanan — JAHK smep m OGakrtepuii/6akteponaoB. MaciitaOHas
nmunetika = 100 mxMm (A, B, 1), 10 mxMm (B, T, E).

95



Cuamxenue kommuectBa GSH m hGSH B o6paborannsix BSO kopHsix ¢
KIIyOeHbKaMU MYTAHTHOW JMHUM T0 TeHy Symd0-1 cocraBuno 94% u 99%
cootBeTcTBeHHO (Tabmuma 3). Y pacrenmii, odpadotanneix BSO, konudecTBoO
KIIyOCHHKOB yMEHBIIWIOCHh TOJBKO Ha 26%, W OBUIO TakuM Xe, Kak u Yy
HE0OpabOTAaHHBIX pacTeHUM, mocyie 00padoTku pactBopamu BSO u GSH (Tabnuma
3). B o6paborannsix BSO wiybenpkax MyTaHTHOM JsmHHK — Sym40-1
MUKPOCKOITMYECKUIA aHATIU3 BBISIBIII MHOTOYMCIICHHBIE CUMOMOCOMBI, COJIEPIKAIUe
HECKoJbKO OakTeponioB (Pucynok 20b), uro He HaOMOAAIOCH B HEOOPAOOTaHHBIX
(Pucynok 20A) wim obOpaborannbix pactBopamu BSO u GSH kiyGenbkax
(Pucynok 20B). B o6paborannbix pactBopamu BSO u GSH kopHsix ¢ ki1yOeHbKaMu
myTtanTHOW JmHUKA SYyM40-1 ypoBan GSH m hGSH cocraBmsamu 103% u 113%,
COOTBETCTBEHHO.

B xopHsx ¢ kimyOeHbkamMu MyTaHTHOM duHMH Sym33-3 obpabotka BSO
npuBoguia K cHuwxkeHuto conaepxkanus GSH um hGSH na 97% u 99%,
cootBeTcTBeHHO (Tabmuma 3). CHuKeHue KoJudyecTBa KIyOeHbKOB Ha 98%
HaOroanock Ha oOpabotanHbix pacTtBopoM BSO pacrenusx u Ha 50% — Ha
obpaboTtanubix pactBopamu BSO m GSH, mo cpaBHeHHio ¢ HeoOpaOOTaHHBIMHU
pacTeHUsMUA. Pa3BuTHe MyTaHTHBIX KIyOeHbKOB Sym33-3, o00paboTaHHBIX
pactBopoM BSO, 6b110 HapyllieHO Ha paHHEW CTaauu, BEPOSITHO, U3-32 OCTAHOBKHU
pPa3BUTHS MEPHUCTEMBI, KpOME TOT0, MH(GEKIIMOHHbIE HUTU TPOSBISUIA MPU3HAKU
4acTOM OJOKMPOBKM M OECHOpPSAJOYHOM OpUEHTAluu, OO0pa3oBbIBas B3AYTHUS
(Pucynok 20]J1). Takoit xe »sddexr Ha pa3BuTHE HHPEKIUOHHBIX HHUTEH
HaOmoayics B KiIyOeHbKax MyTaHTHOM JnuHUM SYyM33-2 (maHHBIE HE
npejcTaBiieHbl). B kopHsSX ¢ kiyOeHbkaMu, o0paboTaHHBIX pacTBopamu BSO u
GSH, xoanuectBo GSH 1 hGSH cocrasisiio Tosibko 38% 1 18%, COOTBETCTBEHHO,
OT KOJIMYECTBA THOJIOB B HeoOpaboTaHHbIX pacTteHusx (Tabmuua 3). OgHako He
OBLJIO BBISIBJIEHO OTJIMYMH TaKWX KIYOEHBKOB OT KIIyOEHHKOB Ha HEOOpaOOTaHHBIX

pactenusix (Pucynok 20T, E).
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KoHTponb BSO 0,1 mM BSO 0,1 MM + GSH 0,5 MM

.

sym40-1

sym33-3

Pucynok 20. — I'ucroJiornyeckasi opranu3anusi KiiydoeHbkoB P. sativum
MYTaHTHBIX JuHHiA SyM40-1 u sym33-3, oopadoTannbie pactBopamu L-
oyTHoHUH-S,R-cyabpokcumuna (BSO) u rnyraruona (GSH) uepe3 2 Heaen
nocJjie HHOKYJISIIUH.

A — SAPO; UK — UH(ULIMPOBAHHAS KJIETKA; HAKOHEUHUK CTPEJIKU YKa3bIBaeT Ha
UH(EKINOHHbIE Kallld; JIBOMHOW HAKOHEYHUK — HAa aHOMAaJbHbIE CHUMOMOCOMBI,
cozepxalire HecKoJabko Oakrepouaos; I — Mepucrema; cTpenkamu 00O3HAaYEHA
30Ha pacnpoCTpaHeHUs 3a0J0KUPOBAHHBIX MH(MEKIIMOHHBIX HUTEH. (A—B) kieTku
kiyOeHbkoB MyTaHTHOH JuHIK SYyM40-1. (I'-E) o61muii Bux KiryO€HBKOB MyTaHTHON
muann SYym33-3. (A, ') meobpabortannsie knyOenvku. (b, JI) kimyOeHbkm Ha
pactenusix, obOpabortannsix 0,1 MM pactBopom BSO. (B, E) xiybenpkun Ha
pactenusix, oopadotanubix pactsopamu 0,1 MM BSO u 0,5 MM GSH. Hanoxenue
i pepeHInanbHO-UHTEPPEPEHIIMOHHOTO  KOHTpacTa M KPAacHOro  KaHaia,
kpacHbIii kanan — JIHK sinep u 6akrepuii/6akteponoB. MacmtabHas nuneiika = 10
MkM (A-B), 100 mxm (I'-E).

br110 n3ydeHo BIMsHUE KOHIIEHTPAIIUN TUOJIOB Ha IKCIPECCUI0 HEKOTOPHIX
T€HOB B KOPHSX C KIIyO€HbKaMH pacTeHUi, HeoOpaboTaHHBIX, 00padboTanHbIX 0,1

MM pactBopom BSO, mmu pactBopamu 0,1 MM BSO um 0,5 MM GSH. beun

MpPOAHAIU3UPOBAH YPOBEHb OKCIPECCUU TE€HOB, BOBJICUEHHBIX B pPa3BUTHE

kinyoenbka (EFD, NF-YAL), B 6uocunte3 GSH u hGSH (GSH1, GSHS, hGSHS), B
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samuTHBIe peaknuu pactenuit (PR1, PR10) u crapenue kiyoennska ((TPP, Cypl5a)
(Serova et al., 2017)) (Pucynok 21).

Anamus ypoBHs skcnpeccnr GSH1 n GSHS nokasan yBenndeHne KoaTuiecTBa
TPaHCKPUNITOB B 00paboTaHHBIX pacTBOpoM BSO kopHsx ¢ kiyOeHbKaMu y BceX
reHotunoB. Hepocrarok GSH u hGSH B kopHSX ¢ KiIyOeHbKaMU pacTEHUH TUKOTO
TUTIA TPUBOJWI K TOBBIIICHHIO ypOBHS dKcrmpeccun reHoB Cyplda, TPP, PRI,
PR10, u x camxenuro ypoBHs 3kcnipeccun reHa NF-YAL. Yposens skcripeccun reHa
NF-YA1l Taxxe cHmkancs mnpu oOpaboTke pactBopoMm BSO kopHeit MyTaHTHOM
muann SYym33-3. Dkcnpeccust TeHa hGSHS y 3THX reHOTUNOB HE M3MEHsIach. B
HE0OpaOOTAHHBIX KOPHSAX C KIyOCHbKAMU MYTAHTHOW JIMHUM SYM33-3 ypOBEHb
skcrpeccun TeHoB PR1 um PR10 Opim 3HauWTEeNnsHO BBIIE, YEM B KOPHSIX C
KIIyOeHbKaMH y JUKOTO THUIIA, OJHAaKo, B oTBeT Ha Hemocrarok GSH u hGSH
HKCIIPECCHUS ITHX T'€HOB TOJIaBIIsIIach. Y poBeHb 3Kcnpeccuu TeHoB Cypl5a u TPP
cHMXKajcsa B o0paboranHbix pactBopamu BSO u GSH kopHsax ¢ kinyOeHbKamMu
myTaHTHOU nuHUU SYyM33-3 (PucyHok 21).

B kopusix ¢ kiyObeHbkamu MyTaHTHOW muHMH SYym40-1 u3MeHeHus B
skcnpeccuu reHoB Cyplsa, TPP, PR1, PR10, NF-YAL Obliii HEe JOCTOBEPHBI, TOT A
KaK ypoBeHb dkcnpeccuu rena hGSHS yBenuunBaics B pacTeHUsAX, 00pabOTaHHBIX
pactBopamu BSO u GSH. I'en Sym40-1 xonupyet daxtop Tpanckpumnuuu EFD, n
YPOBEHb €T0 IKCIPECCUU OB CaMbIM BBICOKMM Y MyTaHTHOM ymauu Sym40-1 mo
CpPaBHEHHUIO C JIpyrUMU TeHoThnamu, oOpaborka pactBopamu BSO u GSH
MPUBOAMIIA K CHIKEHUIO YpoBHS dKcripeccuu rena EFD (Pucynox 21).

VYposens TpanckpuntoB reHoB Cypl5a u TPP B 006paboTanHbIX pacTBOpOM
BSO kopHsix ¢ kiyOeHbKamMu MyTaHTHOM JHHMM SYM33-2 MO CpPaBHEHHIO C
HEOOpabOTaHHBIMKM pacTeHUsAMHU ObUT BbImie, a reHa hGSHS — Hmxe. Huskwii
ypoBenb dkcnpeccun reHoB NF-YAL u EFD He wusmensnca. B kopHsix ¢
KIIyOeHbKaMU MyTaHTHOW nuHuUM SYym33-2, oOpaboraHHbix pacTBopamu BSO u
GSH, ypoBens skcnpeccun reHa PR10 Ob11 BbIIIe, ueM B 00pabOTaHHBIX TOJHKO

pactBopoM BSO u HeoOpabotanubix pacteHusx (PucyHnok 21).
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Pucynok 21. — TenuoBasi KapTa OTHOCHTEJIBHOI0 YPOBHS IKCIIPECCHHU
reHOB B KOPHSX ¢ KiayoeHbkamu P. sativum gukoro Tuna (AT) u MyTaHTHBIX
Junnii Sym40-1, sym33-3 u sym33-2, oopadoTanHbIx pactBopamu L-
OyruonunHn-S,R-cyiasdpokcumuna (BSO) u riayraruona (GSH) uepe3s 2 negean
NnocJjie HUHOKYJISIMH.

[IBeToBast mikajga OTpa)ka€T 3HAYEHHUS OTHOCUTEIBHOM KCIPECCHH T'E€HOB,
npeoOpa3oBaHHbIE M0 Z JIJIs KaXI0T0o reHa. TernsoBasi KapTa OCHOBaHa Ha JIAHHBIX
n3 Tabmuupr 1 IlpunoxeHus. YpPOBHU DIKCIPECCMHM TE€HOB CpPaBHUBAIU C
HCIIOJIb30BaHUEM JIBYCTOPOHHETO ucnepcruonHoro anainuza (P <0,05).
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3.5. AHa/IM3 BJIUSAHHUS 00PAa0OTKM IK30T€HHBIM ITyTATHOHOM Ha MOP(OJI0TUI0
KJIYOeHBKOB U IKCIPECCUI0 TeHOB B KOPHSIX PACTeHH IMKOr0 THUINA U
MYTAHTHBIX JuHMii Sym40-1 u sym33-3
UtoObl M3y4YUTh BIUSHUE KOHLEHTPAIMU THOJOB M HMX COOTHOIICHHS Ha

pa3BuTHE KIyOCHHKOB, KOpHM P. sativum nukoro Tuma ¥ MYTaHTHBIX JIMHHA

obpadateiBasiu 0,1 MM nnu 1 MM pactBopom GSH.

Oo0pabotka pacrenuii P. sativum nukoro tuma 0,1 MM pactBopom GSH B
Te4YeHHe 2 Heleb MPUBOANIIA K IBYKpaTHOMY yBenuueHuto koianuectsa GSH u He
Biusia Ha konmyecTBO hGSH B kopHsx ¢ kimyOenbkamu (Tabnuia 4). B To ke Bpemst
obpadoTka 1 MM pactBopom GSH BbI3BaNia TpEXKpaTHOE YBEIMUEHUE KOIMUECTBA
oboux TrosoB. Y myTtanTHoi nuHuu SYym40-1 o6pabotka 0,1 MM pactBopom GSH
He Biusia Ha konudyectBo GSH, Ho mpuBoauna k 25% yBEeTUYEHHIO KOJUYECTBA
hGSH B xopusx ¢ kinydenbkamu (Tabnuma 4). O6padotka 1 MM pactBopom GSH
BBI3bIBAJIa TIOYTH TPEXKPATHOE yBEIWYEHHE KOJMYECTBa 00OMX THOJOB, KaK U B
KOpHSIX pacTeHuil AuKoro tumna. KopHu ¢ kirybeHbKaMu MyTaHTHOW JTMHUK SYymM33-
3, xapakrtepusoBamuch 25% yBenumuenneMm ypoBHa GSH wu 35% cHmwkeHHeMm
konmuuectBa hGSH mocne obpabdotku 0,1 MM pactBopom GSH, u Tombko 1,5-
KpaTHbIM yBenunueHueM konudectBa GSH u aBykpatHeiM yBenmuenueM hGSH

nocie oopadbotku 1 MM pactBopom GSH (Tabnuma 4).

Tabumnua 4. OTHOCUTE/IbHOE KOJIUYECTBO THOJIOB B IBYXHe/IeIbHbIX
KOPHSAX ¢ KJayOoeHbkamu P. sativum qukoro Tuma u MyTaHTHBIX JUHUHA SYym40-
1 u sym33-3, oopadorannpix 0,1 MM i 1 MM pacTBOpOM IJIyTATHOHA

(GSH)
GSH (%) hGSH (%)
AT 100 100
AT + 0,1 MM GSH 205 97
AT + 1 mM GSH 322 300
sym40-1 100 100
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sym40-1 + 0,1 MM GSH 92 126
sym40-1 + 1 MM GSH 284 260
sym33-3 100 100
sym33-3 + 0,1 MM GSH 128 66
sym33-3 + 1 MM GSH 157 206

Jlnst kaxxkmoro renotuna koaumdectBo GSH wmm hGSH (HM/Mr ceiporo Beca) B
HeoOpaOOTaHHBIX KOPHSIX ¢ KiIyOeHbkaMu Obu10 ipuHATO 32 100%
MUKpOCKOTIMYECKUI aHadu3 KIYOCHHKOB JUKOTO THIA Tociie 00paboTKu
pactBopamu GSH pa3nuyHbIX KOHIIEHTpalMii HE BBISBWI KaKUX-JIMOO XOPOIIO
3aMETHBIX OTJIMYUN OT HEOOPaObOTaHHBIX KIIyOEHBKOB (JIaHHBIE HE MPEICTABIICHDI).
Ob6pabotka GSH myTanTHO# muanK SYym33-3 mpuBoaAnIIa K 00pa30BaHUIO CTPYKTYP,
MOJ00HBIX WH(MEKIITMOHHBIM KaIUIsIM BO MHOTHX KJIETKaX KIIyO€HBKOB, HEKOTOPHIE
U3 HUX ObUIM rurnepTpodupoBaHbl, 0cOOEHHO nocie oopaboTku 1 MM pactBopom
GSH (Pucynok 22A), B OTAENBHBIX KJIETKaX IPOUCXOAWI BBIXOJ OakTepuit
(Pucynok 22B). OgHako 3T KJIETKU C XaOTUYHO PACHOJIOKEHHBIMU OaKTepOUIaMHU
OTJINYAIACH TI0 CTPYKTYPHOW OpTraHU3aIii OT WHPHUIIMPOBAHHBIX KJIETOK JHKOTO
tuna (Pucynoxk 225). O6paboTka kopHei MyTaHTHOH JimHUN SYM33-2 pacTBopoM |
MM GSH He wu3MeHsana creneHb WHOGEKIUH KITyOCHHKOBOTO MPUMOP/HsS, HO
MPUBOIMIIA K YPE3MEPHOMY POCTY U HaOyXaHHWIO HHPEKIIMOHHBIX HUTEH, KOTOPHIC
MNPOSIBJSUIA TPU3HAKU YaCTOW OCTAHOBKH W OECHOpPSI0YHOM OpUEHTAlUU H
dbopmupoBanu B3AyTUS B HapYkHOU Kope KiayOeHnbka (Pucynok 22B-T7). BanyTus,
oOpasyromuecs Ha WHPEKIMOHHBIX HUTAX, UMEIHM MHOTOYHMCIICHHBIE BBIPOCTHI
(Pucynok 22I'). Hukakux BHIMMBIX U3MEHEHUN B THCTOJOTHYECKON CTPYKType
KJIyO€HbKOB MYTaHTHOU JuHUM SYM33-2 mociie o0paboTku KopHer pactBopom 0,1

MM GSH no cpaBHeHUI0 ¢ HeOOpaOOTAHHBIMU PACTEHUSIMU HE HAOIIOIATIOCH.
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sym33-3

sym33-2

Pucynok 22. — I'ucrosiornyeckasi Opranu3anus Kjiy0eHbKOB MYTAHTHBIX
JuHui P. sativum sym33-3 u sym33-2, o6padoranubix 1 MM pacTBOpoM
IJIyTAaTHOHA Yepe3 2 He/lesId N0cJie HHOKYJISIIUH.

g — sAOpo; WK — WHQUIIMPOBAaHHAs KIIETKA, CTpPEJIKa YKa3blBacT Ha
WHQEKIIMOHHBIC HUTH, HAKOHCUYHUK CTPEIKU — Ha WH(MEKIHOHHBbIC Karm. (A—b)
Knerku xnybenpka myrtanTHOM JuHuM Sym33-3. (B-I') Kuerku kinyOeHbpka
MyTaHTHOU JTUHUHT sym33-2. Hanoxxenne muddepeHnramTbHO-
MHTEep(PEPEHIIMOHHOTO KOHTPACTa U KpacHOTro KaHasa, kpacHbii kaHan — JIHK siaep
u Oaktepuit/6akTeponioB. MacmtabHas quHeika = 100 MKkM.

Yposenb 3kcnpeccun renoB GSH1, GSHS, hGSHS, EFD, NF-YAl, PR1,
PR10, Cypl5a 6b11 mpoaHaqu3upOBaH B KOPHSX ¢ KiIyOeHbKaMu, HeoOpabOoTaHHbBIX
U 00paboTaHHBIX pacTBOPOM pasHbIX KoHUeHTpauii GSH, yepes 2 Hexenu nocne

uHOKyJsiuH (PucyHnok 23).
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Yposens 3kcnpeccun TeHoB 6nocunTe3a (h)GSH nocroBepHO He M3MEHSIICS
B 00pabOTaHHBIX KOPHSX C KIIyO€HbKaMU PACTEHUHN IMKOTO TUIIA, TOT/1a KaK YPOBHU
AKCIIPECCUU 3TUX T€HOB OBUTH TIOBBIIMIECHBI B PACTCHUSIX MYTAHTHON JTUHUU SymM33-
3, 00paboTanHbIX 00enMu KoHIeHTpaussMu GSH, 3a uckirouennem rena hGSHS,
Yell ypOBEHb SKCIIPECCUU MOBBILIAJICSA TOJBKO B OTBET Ha 00paboTKy pacteHuit 0,1
MM pactBopom GSH (Pucynoxk 23).

Oo6padotka 0,1 MM pactBopom GSH npuBomuia K yBEIWYEHUIO YpPOBHS
skcnpeccun reHoB EFD u NF-YAL, yuactByrommx B pa3BUTHM KiyOE€HBKOB B
KOpHSIX ¢ KiyOeHbKaMU JMKOTO THUIA U MyTaHTHOM JuHuu SYym33-3. O6paboTka 1
MM pactBopom GSH mnpuBoamia K yBETWYEHHUIO YPOBHS HDKCIPECCUU TE€HOB
zanuTHOTO 0TBeTa, PR1 1 PR10, u rena-mapkepa crapenus kiryoenpkoB Cypl5a B
KOPHSIX C KIIyO€HbKaMi MyTaHTHOM JTUHUM SYyM33-3, HO HE Y paCTEHUM TUKOTO TUTIA
(Pucynok 23). DT naHHbIe TakXe MOATBEpX)IatoT ABodHyr posib (h)GSH B

pEryJISAIAA Pa3BUTHUS KIyOSHBKOB U 3aIIMTHBIX PEaKIUil y pactenuit P. sativum.
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Pucynok 23. — TemjioBasi Kapra OTHOCHUTEJIbHOI'0 YPOBHS IKCIPECCUH
reHOB B KOPHAX ¢ KJIyOeHbkamu P. sativum qukoro Tuna u MyTaHTHOI JIHHUT
sym33-3, oopadoranubix oopadoranubix 0,1 MM uwiau 1 MM pacTtBopom
riayratuoHa (GSH) yepes 2 HegeJin mocjie HHOKYJIS M.

[[BeToBast mIKana OTPAXKAeT 3HAYEHHSI OTHOCUTEIBHOW 3KCIPECCUM T'€HOB,
npeoOpazoBaHHbIe MO Z [ KaKA0ro reHa. TemoBas KapTa OCHOBaHA Ha JTAHHBIX
u3 Tabmuupr 2 [lpunoxkenus. YpOBHM SKCIPECCMM TE€HOB CpPaBHHUBAIU C
HCIIOJIb30BaHUEM JIBYCTOPOHHETO ucriepcruonHoro anaiusa (P <0,05).
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Oo6cyxneHue

B nanHo# pabote OblIa U3ydeHa pojib HU3KOMOJIEKYJIIpHBIX THOJI0B GSH u
hGSH B porieccax pa3BuTus 1 GyHKIIHOHUPOBAHKSI CAMOMOTHICCKHIX KITyOCHBKOB
P. sativum. Jlnst cepum pacTHTENBHBIX MYTAaHTOB OBUIM IMOKAa3aHbI MPOSBICHHS
3alIUTHBIX PEAKINI, MHAYIUPOBAHHBIX MYTAlsIMH B CUMOMOTHYECKHX TeHaX, U
yuactue B HUX GSH u hGSH. beu1 npoananu3upoBan OMOCHHTE3, COACPKAHUE U
JOKaJIM3alys THOJIOB, U3y4eHO BiMsiHUEe MHruoutopa onocunteza GSH nu hGSH u
sk3oreHHoro GSH Ha ypoBEHb S3KCHPECCHH T'€HOB, BOBJECYEHHBIX B Pa3BUTHUE
KJIyOEHBKOB M B PpAaCTUTENbHbIE 3alllUTHBIE PEAKIMHU, HA THCTOJIOTMYECKYIO

OopraHu3anuio 1 KOJIU4CCTBO KHY6GHBKOB.

1. IposiBjieHHe 3aAIMMTHBIX peakNuil B Hed(P(PeKTUBHBIX CHMMOMOTHYECKHX
KJIy0OeHbKAX MYTAHTHBIX JIMHHI, OJOKHPOBAHHBIX HAa Pa3JIHYHBIX
CTAAUSIX Pa3BUTHS CUMONO03a

BrlisiBneHHBIE OTI0XKEHUS CyOeprHa B 3H0/IEpME KITyOEHBKOB JUKOTO THIIA

(Pucynok 10B), B mepByro ouepenb HEOOXOAMMBI PACTEHUIO, JJI OTPAHUYEHUS

JoCTyna KUCJIOpOoJa B TKaHW, TAe (PYHKIMOHUPYET HUTPOTEHa3a, HEoOpaTUMO

uHakTuBHpyeMas kuciopoaoMm (Minchin et al., 2008), a Taxke ans 3alUTHI OT

U3JIMIIHEN JAerujparaiii, COJEBOr0 CTpecca M MNPOHUKHOBEHHS] MATOT€HOB

(Schreiber et al, 1999). OrtnoxeHne  INIMKOMPOTEHHOB,  OOraThix

TUIPOKCUIIPOJIMHOM (3KCTEH3WHOB), CyO€pUHA M JINTHUHA B KIIETOYHBIE CTEHKHU

TaK)Ke SBJISICTCS HOPMAJIbHOM peakimen pacTeHud Ha uHbpekuuio. B pesynbrare

NOBBIIIAETC MEXAHMYECKass IPOYHOCTh KIIETOYHBIX CTEHOK, OTPaHWYMBACTCSA

IMPOHUKHOBEHUE M PACIPOCTPAHEHHE NATOTE€HAa, MPUTOK K HEMY MNUTATEIbHBIX

BenlecTB. KOMITOHEHTBI CTEHKHM 3alllMIIeHbl OT aTakd (epMEHTaMHU MaToreHa.

WNHTEeHCHUBHBINA ypOBEHb CYOEpUHHU3AIMHU B KITyOCHbKAaX MYTAHTHOM JTUHUM SYM33-3

(Pucynok 11E, 3), oueBHUIHO, SIBJIIETCS MPUMEPOM 3aIlIUTHOW PEAKIUU PACTCHUS,

KOTOpO€, TakuM 00pa3oM, MPENSTCTBYET BBIXOAY OakTepuil B PacCTUTEIbHYIO

[UTOIIIA3MY.
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Panee ObputO0 TOKa3aHO, YTO OTJIOXKEHHE TMONH(PCHOIBHBIX BEIIECTB
xapaktepHo a1 mytanTa M. truncatula TE7 B rene MtSym1 (Benaben et al., 1995).
I'en P. sativum Sym33 sBnsieTcst optosiorom rera MtSyml u kogupyet 6emok IPD3,
B3auMoJiericTeyronuii ¢ DMI3/CCaMK kanbIuii- ¥ KaJbMOIyJIUH-3aBUCHMOMN
npotueHknHazoi (Ovchinnikova et al., 2011), 4ro npuMBOAWT K aKTHBAIMU
opraHorenesa kiyoennka (Singh et al., 2014). Takum oOpazom, MyTanusi B TeHe
Sym33, sBusmoIIeMcS MacTep-peryJATOPHBIM TeHOM KIyOeHbKOOOpa3oBaHUs,
MPUBOJAUT K BOCIPHUATHIO PACTCHHEM KIyOCHBKOBBIX OakTepwii HE Kak
MUKpPOCUMOHMOHTA, a KaK ITaTOreHa.

brok  pasButHs = CcUMOMOTHYECKOTO KIyO€HbKAa YK€ Ha  JTare
nuddepeHIMPOBKY OAKTEPOUIOB, TPOUCXOIAIIHHA y MyTanTa Sym40-1, mpuBouT K
U30JISIIIUU OT OCTaJIBHOTO PACTEHUS Cpa3y BCETO KIyOeHbKa MyTeM CyOepUuHU3aIuN
KITyOCHBKOBOM DJHIOACPMBI W DHIOACPMBI, OKDPYXAIOMEH COCYIUCTHIC TyYKU
(Pucynok 11b, I'). Otnoxenue cybeprHa BOKPYT MPOBOASIIMX MYYKOB, BUJIUMO,
OTPaHUYMBAET JOCTYI K KIIyOCHBbKY BOJBI U MUTATEIbHBIX BEIIECTB, OJIOKUPYS €ro
nanpHermmit poct (Tirichine et al., 2000). Panee cxoaublii (heHOTHIT OBLIT OMKCAH
mis myranta M. truncatula Mtsym6 (Tirichine et al., 2000) u pacrenuii ¢
nojiaBjicHHOU skcnpeccueit rena MtHAP2-1 (Combier et al., 2006). MyrtaHTHBIC
KITyOCHBKH TaK)KE XapaKTEPHU30BAJIUCh apeCTOM KIyOEHBKOBOW MEpPHCTEMBI, YTO
OBLJIO aCCOIMUPOBAHO CO CMBIKAaHUEM KIyOCHBKOBOUM sHIoAepMbl. ['en Sym40 —
optojor rena M. truncatula MtEFD, koaupyromiero TpaHCKpHITIIMOHHBIN (akTop,
SIBJISFOIIUIICS HETAaTUBHBIM PETYJITOPOM B IIMTOKMHUHOBOM CHUTHAJBLHOM KacKaje
(Tsyganov, Tsyganova, 2020). MyTtanuu B rere Sym40 BeayT K MHOTOYUCIICHHBIM
aHOMAJIUSIM B Pa3BUTUU KIyOCHBbKA, BKIIOYas paHHUH apecT MEpPUCTEMBI
(Voroshilova et al., 2009), popmupoBanue runepTpohUPOBaHHBIX HHPEKITMOHHBIX
Karejb, ¥ MPeXJIeBPEMEHHYIO JIerpaauio cuMornotuueckux crpykryp (Tsyganov
et al., 1998; Serova et al., 2018) u sipko BbIpa)KEHHBIC 3aAIIUTHBIC PEAKIUH (JTaHHAS
paborta).

B wuccnenoBanue ObUT BKIIOYECH aHAIM3 YPOBHS TPAHCKPHIIMM TPEX

MOJICKYJIIPHBIX MAPKCPOB 3alIUTHOI'O OTBCTA, SKCIIPECCHUA KOTOPBIX AKTUBHUPYCTCA
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y P. sativum npu B3aumopeiicteun ¢ natoreHamu (Die et al., 2009; Reguera et al.,
2010): 7RA84 (mepokcuaasa), HSR203J (Mmapkep peaKkIuu
runepuyBcTBUTEbHOCTH) 1 ABR17 (Genok u3 cemetictea PR10.4) (Pucynok 12).
VYposens skcnpeccun reHa /RA84, BeposTHO, KOPPEIUPYET ¢ HAKOTUICHUEM
MEepPOKCHAA BOJOPOJIa B CHUMOMOTHYECKMX KiIyOeHbKax. Tak, MaKCHMaJIbHBII
YPOBEHb €T0 IKCIPECCUH B KIIyOCHBKaX TUKOTO THITA MPUXoauics Ha cpok 2 HITN.
B kiybeHbkax AMKOTO THUIIA B 3TO BpeMs HUJET POCT U BETBICHUE MHPEKIIMOHHBIX
HUTEH, Mporecchl HHPHUITMPOBAHUS KIETOK U 00pa3oBaHusi cuMmOuocom. [1pu aTom
MEPOKCHUJI BOJIOPOia B MH(MEKIITMOHHBIX HUTSIX HEJIETEPMUHUPOBAHHBIX KITyOCHBKOB
y4acTBYEeT B TEPEKPECTHOM CBSI3bIBAHUU TJIMKOMPOTEHMHOB MAaTpUKCAa U B €ro
OTBEPJICBAHUH, KOTOPOE, BEPOSITHO, HEOOXOAMMO JJIs ATbHEHIIIETO POCTa HUTEH
(Wisniewski et al., 2000; Brewin, 2004). Tem He MeHee, TIEPOKCH]] BOJOPO/Ia TAKIKE
apiusierci APK u mnpu TOBBILIEHHOM HAKOIUIEHUW B KJIETKaX BbI3BIBAECT
OKUCIUTENbHBIA cTpecc. Takum o0pa3oM, CHIKEHUE YPOBHSI SKCIPECCUU T'eHa
7RA84 Ha mocnenyonmx CpoKax aHalinza B KIyOeHbKaX JUKOTO THUIIA, BEPOSATHO,
SBJIICTCSI TIPU3HAKOM HOPMAJIBHOTO PAa3BUTHSI CUMOMOTHUYECKOTO KIyOCHBKa W,
HA00OpOT, TIOBBIIEHHOE HAKOIUICHWE TPAHCKPUITOB JIAHHOTO Te€Ha B
Hed((PEKTUBHBIX KIIyOCHbKAX MYTAHTHBIX JIHHHA — TIPU3HAKOM pPa3BUTHS
3aIIATHBIX peaknui. Tak, mepokcuaa3a y4acTBYeT B JUTHU(PUKAIMHM KICTOYHBIX
CTEHOK IyTEM OKHUCIUTEIHLHOTO BO3JICUCTBHS HA CTPYKTYypHbIE OCJIKU KIECTOYHOM
CTCHKH, TaKUM 00pa3oM, YKpEIUIss WX MPHU MOPAaHSHUW WM WHBA3UU MATOTECHOB
(Pérez-de-Luque et al.,, 2006). Bsicokass aKkTHBHOCTh T€HA MEPOKCHIA3bl B
KITyOCHbKaX MYTaHTHOW JUHUHM SYM33-3 Tak:ke MOXKET ObITh CBs3aHA C aKTUBHOM
cyOepuHM3alMel IeHTpaIbHOM 4YacTu KiyOeHbka. Kpome Toro, OONBIIMHCTBO
cyOCcTpaTOB MepoKcHUaa3bl — coequHeHus (peHoapHoM mnpupoabl. OKUCTAACH 10
XWHOHOB, OHHM 00JIaJlal0OT CHJIBHBIM OKHCIMTENIbHBIM neiictBueM (Echevarria-
Zometio et al, 2006). DTo MOXET NPHUBOAUTH K PA3BUTHIO PEAKIMH
TUIEPUYyBCTBUTEILHOCTH, AaKTUBUPYIOIMICHCS TpHU B3aUMOJICHCTBUU PACTCHHS C
naroreHoM. B kimyOeHbpkax myTtanTHOM muHun SYM40-1 Gb110 mokazaHo Ype3MepHOe

HAKOIJICHUE TIEPOKCHAA BOJOPOJA MO CPABHEHUIO C KIyOE€HbKAaMHU JUKOTO THUIIA
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(pranoBa u op., 2009), pa3BuTHE OKHCIMTEIBLHOTO CTpecca M Jerpajarius
cuMmbuotnieckux cTpykryp (Serova et al., 2018). Dtu naHHBIE KOPPETUPYIOT C
MOBBIIICHHBIM YPOBHEM 3Kcrpeccud TreHa (RA84 y MyTaHTHON JHMHHMM TIO
CpaBHEHHUIO ¢ JUHHUCH nukoro tuma. bakrepouasr R. leguminosarum bv. viceae B
KITyOeHbKax MyTaHTHOW JmHMH SYM40-1, BEpOsATHO, CTAHOBSATCS HECTIOCOOHBI
PEOAOJETh CTpecc, U mpouecc IuddepeHITMpOBKU HAET HEMPaBUIBHO, HA YTO
yKa3bIBaeT HAJIMYME aHOMAJbHBIX 0AKTEpOMIOB B IUTOIIA3ME MH(MUIIMPOBAHHBIX
KJIETOK KJTyOCHBKOB M UX paHHee crapenue (Tsyganov et al., 1998).

Takum oOpa3oM, cMMOMOTHYECKHE MYyTaHThI P. sativum aeMOHCTpHPYIOT
MOBBINICHHBIE YPOBHU dKcIipeccuu reHa /RA84 B HeapheKTUBHBIX KITyOeHBKAX T10
CpaBHEHMIO ¢ JuHUEN aukoro tuna (PucHok 12).

PacTenust cnocoOHBI pepbIBATH PacpOCTPAHEHNE MATOI€HOB B PE3YJIbTATE
TeHEpUPOBAHUS CBOOOJHBIX PaJMKalIOB KUCIOPOJa, a30Ta, CHHTE3a (DEHOJBHBIX
COCMHEHUM W 3alIUTHBIX OEJKOB, M3MEHEHHUs COCTaBa KIETOYHOW CTEHKU H
nporpaMmMupyemoit kierounoit cmeptu (Lamb, Dixon, 1997; Hérouart et al., 2002;
Lattanzio et al., 2006). DToT HaOOp 3alIMTHBIX PEAKIU HA3BIBACTCS pPEaKIHCH
TUIIEPUYBCTBUTEIBHOCTH U BOBJIEUEH TAK)KE U B KOHTPOJIb CO CTOPOHBI paCTEHUS 3a
X0/I0M UH(EKIUU U KIIyOeHbKOOOpa30BaHUEM, ONPEICSISIONIMN YUCIIO YCIEUTHbIX
undexnnii (Vasse et al., 1993; Perotto et al., 1994; Gage, 2004). To ecTb, B OTIIHYHE
OT maroreHes3a, B 3PPeKTUBHBIX a30THUKCUPYIOMINX KITyOCHbKaX YPOBEHb CUHTE3a
3aIATHBIX KOMIIOHEHTOB OTHOCHUTEIILHO HEBBICOK, M HE MPUBOANT K MHAKTUBAIUH
MHUKPOOPTaHU3MOB, a JIMIIIb OTPAHUYUBAET UX PAa3MHOXKEHHUE U PaCIIPOCTPaHEHUE.

Takum o00Opa3oM, OTHOCHTENBHO HH3KHH ypOBEHb AaKTUBHOCTH TEHA
HSR203J B 3¢ (hekTUBHBIX KiTyOeHbKaX JIMHUM IUKOTO TUIIA HAa BCEX CPOKAX aHAIM3a
CBUJETEIHCTBYET O  HOPMAJIbHOM  Pa3BUTHM W (PYHKIMOHUPOBAHHUH
CUMOHMOTHYECKOTO KIyOeHbKa, TOT/Ia KaK YPOBEHb AKCIPECCHH JAHHOTO TeHa
NOBBIIIANICA B HEAI(D(PEKTUBHBIX  KIyOEHbKAX  MYTaHTHBIX  pPacTEHUM.
Maxkcumanbubiii  ypoBeHb 3kcrpeccun HSR203J wnabmiomancs B KiyOeHbKax
MyTaHTHOM JsmHMM SYmM40-1, xapaktepusyromuxcsi ObICTpOil Jerpaganuei

cuMOnoTHueckux cTpyktyp (Pucynok 12).
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ABRL17, Genok 4yBCTBUTEIBHBIN K aOCIIM30BOM KUCJIOTE U MPUHAIJICKALTUN
Kk cemeiictBy PR10.4, cuHTesupyeTcss B TkaHsax P. sativum B oTBeT Ha aTaky
narorena (Amey et al., 2008). Panee 6bu10 oKa3ano, uto ABR17 akkymynupyercs
B MHQUIMPOBAHHBIX  KJIETKaX BOKPYT JCTPaAMPYIOIIUX  OakTepuid B
HeaP(EeKTUBHBIX KITyOCHBbKaX, pa3BUBaromxcs npu nedunure 6opa (Reguera et al.,
2010). ABR17, nposiBisitomuii puOOHYKJIea3Hy0 akTHBHOCTH (Srivastava et al.,
2006), MokeT OBITh BOBJCUYEH B KOHTPOJb OaKTepUaIbHOH HHOEKIHMH M|
npoudepanuu  (Reguera et al., 2010), a ypoBeHb 3KCHpecCHH 3TOrO TI'eHa
YBEJIMYUBATHCS B OTBET HA BOCIPHUSATHE MyTAHTHBIMH PACTCHHUSIMH KITyOSHBKOBBIX
OakTepuii HE KaK MUKPOCHUMOHMOHTOB, a Kak MaToreHoB. HalOimoqaeMblii BHICOKHI
YPOBEHb SKCIPECCHH ITOTO TeHa Y MyTaHTHOU JTuHUM SYM40-1 MokeT OBITh CBSI3aH
C BBIXOJIOM pH300W B IMTOIUIA3MY PACTHUTEIBHBIX KJIETOK M BBICOKHM YpPOBHEM
MIPOIYKIIMHA CUTHAJIOB BUPYJICHTHOCTH. B TO k€ BpeMsi OTHOCUTEIIEHO HEBBICOKHUIT
YPOBEHb TPAHCKPHUIITOB B KIIyO€HbKaX MyTaHTHOW JWHUU SYM33-3 MOXKET OBITH
CBSI3aH C OTCYTCTBHEM BBIXO/Ja OAKTepUi M3 «3amepThiX» WH(EKIIMOHHBIX HHUTEH
(Pucynok 12).

PaznuuHbie 3alUTHBIE OTBETHI 3ayCKAINCh B HEAP(HEKTUBHBIX KITyOCHbKAX
P. sativum, cumOumoTmueckumu wmytanusmu Sym40-1 wm sym33-3, kaxnmas wu3
KOTOPBIX BBI3bIBAIA BOCTIPUATHE TOJIE3HBIX pU300UH B KaueCTBE MOTCHIIMATBHBIX
nmaToreHoB. TakuMm o00pa3oM, pacTeHHE-XO3SMH KOHTPOJUPYET KaXKIbIH ITaIl
UHOEKIIUA PU300MSIMH M B CIydyac HapyIICHHs HPOTrpaMMbl Pa3BUTHS KIyOCHbKA

IMPOUCXOAUT €C IICPCKIIIOUCHUC Ha SaIHI/ITHHﬁ OTBCT.

2. J¢dexTuBHble U HeIPPEeKTHUBHbIE CHUMOHOTHYECKHE KJIYOEHbKH
OTJIMYAKOTCSH 10 COACPKAHUIO U COOTHOLLICHHMIO THOJIOB
CpaBHeHME YPOBHS KCIPECCUH T€HOB U COJIEP>KaHUS TUOJIOB B KOHTPOJIbHBIX
(HEMHOKYJIMPOBaHHBIX) KOPHAX U KIyOEHbKAaX TUKOIO THUIA MCIHOJIb30BAIOCH IS
BBISIBJICHUSI M3MEHEHHH, CBSI3aHHBIX C CHUMOMOTHYECKHMMH B3aUMOACHCTBUSIMHU.

PaSHI/IHa MCXKAY MYTAaHTHBIMU KHY6€HBKaMI/I u KJ'Iy'6eHBKaMI/I JUKOI'0 THUIIa MOXCET

109



yka3biBaTh Ha yuyactue GSH u hGSH B pa3nuuHbIX cTaausX pa3BUTHSA KIyOSHBKOB
WM B 3aIIUTHBIX PEAKIUAX, CBSI3aHHBIX C HeA(D(PEKTHBHBIM CUMOMO30M.

Panee O0b10 MMOKa3aHo, 4To B Ki1yOeHbpkax M. truncatula yposenr MPHK rena
GSH1 ne u3mensuics o cpaBuenuio ¢ kopusmu (Frendo et al., 1999). Ananornyssie
pe3yNbTaThl ObLIM MOJYYEHBI B 3TOM HCCJIEIOBAaHUM NIl KOpHEH U KITyOEHHKOB
JIMKOTO TUMAa TpexHenenbHoro Bo3pacta (Pucynok 13A). JloctoBepHOe yBelIUUEHHE
ypoBHs dKkcrpeccun reHa GSHS u cHmkenne ypoBHs skcnpeccuu rena hGSHS B
KITyOeHbKaxX BCEX T€HOTHUIIOB M BO3PACTOB MO CPABHEHUIO C HEUHOKYJIMPOBAHHBIMH
KOPHSIMH, 32 UCKITIOUEHUEM KITyOCHbKOB MYTaHTHOM JIMHUK SYM33-2, yKa3bIBaeT Ha
TO, YTO U3MEHEHUs B aKTUBHOCTH reHoB GSHS 1 hGSHS B TkaHsIX KOpHS, BEPOSTHO,
SBIIIOTCA YacThIO TPOTPAaMMBI  Pa3BUTHS CHMOMOTHYECKOTo KiyOeHpka. B
KITyOCHbKAaX MYTAHTHOM JWMHUK SYM33-2, XapaKTEePU3YIOIIUXCS OTCYTCTBUEM
BbIXO/la OaKkTepuil B PACTUTENBHYIO IUTOIIa3My, MPOQHIb SKCIPECCHH TEHOB
GSHS 1 hGSHS Gombie ¢x0%k ¢ TAKOBBIM B HEMHOKYJIMPOBAHHBIX KOPHSX. Takum
o0pa3oM, u3MeHEeHHUs B akTUBHOCTU TeHOoB OnocunTtesa (h)GSH no Bcelt BuguMocTu
MPOUCXOMSAT TOCJE BBICBOOOXKIEHUSI OaKTepHil M3 HMH(PEKIUOHHBIX Karelb B
[IUTOTIa3My PACTUTEIBHOU KJIETKH.

C npyroii ctopoHsl, ypoBeHb dkcrpeccur reHoB GSH1, GSHS u hGSHS B
KITyOeHbKax MyTaHTHBIX JTHHUA SYM40-1 1 Sym33-3 ObuT BhIIIE, YeM B KIIyOSHBKAX
nukoro tuna (PucyHok 13A), 4To MOXKET yKa3blBaTh Ha U3MEHEHUE B META00IU3ME
THOJIOB, CBSI3AHHOE C 3alTUTHBIMH PEAKITASMH, TIPOSBIISIOIIMMICS y 3THX MyTaHTOB.
Oopabotka A. thaliana »xacMOHOBO# KHCIOTOM, SIBJISIONICHCS TOPMOHOM CTpecca,
MPUBOAMIIA K YBETUYCHHUIO YpoBHs TpaHCKpunToB reHoB GSH1 u GSHS, ne Bnusis
Ha ypoBeHb camoro GSH (Xiang, Oliver, 1998). Takxe B oTCcyTCTBHE CTpecca y
Atpad2-1 myrtanTa A. thaliana muskoe comepskanne GSH He BIMATIO HA YpOBEHb
IKCIIPECCUU TEHOB €ro OMOCHHTE3a, 0JTHAKO, KOJTHYECTBO TPAHCKPUTITOB ATHX T'€HOB
yBEJIMYUBAJIOCh B OTBET Ha raroreH-oomuiieT P. brassicae (Parisy et al., 2007). B
JAaHHOW paboTe caMbIM BBICOKMM YpoBHeM skcmpeccun rena GSHS u cambim
HU3KUM cojiepkanneM GSH no cpaBHeHHIO ¢ KiTyOeHbKaMH IUKOTO THITA M MyTaHTa

sym33-3 xapakrepu3oBanuch kiyoeHbku wmyTaHta Sym40-1 (Pucynok 13A,
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Pucynok 14A). Takum oOpa3om, B KIyOeHbKax MyTaHTHOW JuHUH Sym40-1
u3MeHeHus: B akcrpeccuu reHa GSHS MoryT ObITh BbI3BaHBI OKHCIUTEIbHBIM
CTPECCOM M HAKOIUICHHUEM IMEPOKCHIa BOJOPOAA, ACCOLMPOBAHHBIMU C Pa3BUTHEM
HeaddexruBHoro cumonosa (Lpiranosa u dp., 2009).

Y M. sativa, rme ocuHoBHbeiM THOIOM sBiagercs hGSH, GSH u hGSH
NPUCYTCTBOBAJIM BO BCEX OpraHax, ojHako, cootHomenune GSH : hGSH
BapbUPOBAJIO B 3aBUCUMOCTH OT OpPI'aHa, OKa3bIBasiCh CaMbIM BBICOKMM B KOPHEBBIX
MEpHUCTeMax U CaMbIM HHU3KMM B MOJHOCTBIO UG (EepeHIIMPOBAHHBIX OpraHax
(3penble IUCThS U 30Ha pacTsbkeHus kopHs). Kpome toro, GSH 6b11 aconmnpoBan
C aKTHBallMeW KJIETOYHOro Iukia, toraa kak hGSH, HampotuB, Obul CBsI3aH C
muddepenmpoBannbiMu  Kitetkamu (Pasternak et al., 2014). Takum oO6pasowm,
BO3MO>KHO, UTO B HEJIETEPMUHUPOBAHHBIX KITyOE€HbKaX, I71€ UMEIOT MECTO IIPOLIECCHI
neanuddepeHuMpoBKY, AaKTUBAlMKM KJIETOYHOTO LUKJIA U (YHKIHOHUPYET
mepuctema, cootHomieHue GSH : hGSH u ero usmeHeHust MOTyT SIBJIATHCS] BAXKHBIM
¢dakropom. JlelicTBUTENBHO, HECMOTPsI HAa TO, 4TO0 GSH 0BT OCHOBHBIM THOJIOM BO
BCEX MpOaHAIM3UPOBAaHHBIX 0oOpasuax, cootHomenue GSH : hGSH Bcerna Owuto
BBHIIIIE B KIYOCHBbKAX, B KOTOPHIX MPOUCXOJUJIO BBICBOOOXKICHHE OaKkTepuil u3
MH(EKIMOHHBIX HUTEH, YEM B HEMHOKYJIHUPOBAaHHBIX KOpHsX. OtHomenue GSH :
hGSH 6b110 MakcuMaabHBIM B KiyOeHbKax aukoro tuna yepe3 2 HIIN (Tabnuua
2), 4To moATBEpXKIaeT BakHy posib GSH B (yHKIMOHUPOBAHUH MEPUCTEMBI
KiIyOeHbKa W a30TPUKCUPYIOIUX KIETOK W, BEPOATHO, B BBICBOOOXKIECHUU
OaKkTepwHii.

Bce myTaHTHBIE KIIyO€HBKHM HMMEIH CBOIO COOCTBEHHYIO «KOMITO3UIIUION
THOJIOB, oHako, 3HaueHrue GSH : hGSH koppenupoBaio co crenenpro HHOEKIUU
(Tabmuma 2). Ilpm »TOM MUHUMAIBHOE COACp)KaHWE OOOMX THOJOB CpEeau
KJIyOCHbKOB BBISBIISIIOCH Y MyTaHTHOM JmHuu Sym40-1, a makcumanbHOE — Yy
MyTaHTHOW JuHUK SYyM33-3 (Pucynok 14A). MoXHO NpennonoXkuTh, YTO Kak
CHIDKEHHE, TaK U YyBEJIMYEHHE KOJMYECTBA THOJOB B HEI((HEKTUBHBIX

CUMOMOTHYECKHUX KHy6CHBKaX MOXCT ABJIATHBCA YaCThIO 3allIUTHBIX pCaKHHﬁ, B
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3aBHCHUMOCTH OT CTaJM{, Ha KOTOPOW OBUIO HApYIIEHO Pa3BUTHE KIyOCHBKA U
MIPOM3OIILIO MEePEKITIOYCHIE CUMOMOTHIECKON TPOrPpaMMBbI Ha 3alIUTHBINA OTBET.

Y wmytantHOM guHMH SYmM33-3, TAEe pPOCT HH(PEKIUOHHBIX HHUTEH
3a0JIOKMPOBaH B OOJBIIMHCTBE KIETOK KIyOCHBbKA O BHICBOOOXKIEHUS OaKTepui,
Hakoruienne GSH u, BepositHo hGSH, cTaHOBUTCS BaKHBIM JJI1 yCTOMYMBOCTH K
«boJe3HsIM», Kak ObLTO TIoKa3zaHo panee s A. thaliana (Parisy et al., 2007). Dto
CorJIacyeTcs Takke ¢ MOBBIIIEHHOH 3kcnpeccueii renoB PR-1, PR-10 (Pucynok 21)
u 7/RA84, Hsr203J u ABR17 (Pucynok 12) B kiyGeHbKax MyTaHTHOM TUHUH SYyM33-
3 MO CpaBHEHUIO C KJIyO€HbKaMU JMKOTO THUIA, CyOepHUHHU3AIMEel CTEHOK
uHpexkmoHHbix Hute (Pucynok 11/[-3) ¥ TOBBIIEHHBIM OTJIOKEHUEM
HEeATepUUITMPOBAHHOTO MTEKTHHA B CTeHKaxX MH(eKIMOHHBIX HUTeH (lvanova et al.,
2015). IMonoxwurensubiit 3pdekr GSH Ha HakomieHne PR-0enkoB u skcnpeccuto
T'CHOB, CBSI3aHHBIX C 3alIUTHBIM OTBeTOM, ObLT MokaszaH panee (Ball et al., 2004;
Gomez et al., 2004). IlobiieHHBI ypoBeHb 3Kcmpeccuu TeHa hGSHS mo
CPaBHEHUIO C KIyOE€HbKaMH JIUKOTO THUIIA, KaK U B KIyOE€HbKaX MyTaHTHOUW JTMHUU
sym33-3, ObLT TakKe OOHApPYKEH B MyTaHTHBIX KiyOoeHbkax Mtnadl M. truncatula.
Ot KIyOeHBKH XapaKTepU30BAIUCH HAKOIUICHHEM (DEHOJIBHBIX COETUHEHUH,
MOBBINICHHBIM YPOBHEM IEPOKCHIA BOAOPOIAa U aKTUBAIlMEH TE€HOB, CBI3aHHBIX C
3aIIATHBIM OTBETOM, YTO B HTOTE€ TIPUBOIUIIO K HEKPO3y HH(PHUITUPOBAHHBIX KIETOK
(Wang et al., 2016).

Pa3zButne kinyOeHpKOB MyTaHTHOM &mHuu SYym40-1 mpekparmaercs mocie
BBICBOOOKICHUS CUMOMOTHYECKUX OaKTepuid, HEMPaBWIBHO BOCHPUHUMAECMBIX
pacteHueM. CHUKEHUE KOJIMYECTBA O0OMX THOJIOB TAKKE MOMKET SIBISITHCS OJTHUM
U3 CIICHApWEB Pa3BUTHS 3al[UTHBIX PEAKIWHA B CHUMOHMOTHYECKUX KITyOSHBKAaX
pacrennii. Biusaue m3menenuit B konnuectse GSH n hGSH Ha 3amuTHBIC peakinm
pacTeHmii pu OMOTHYECKOM CTpecce ObUIO MOKa3aHO IJIsi HEKOTOPHIX 0000BBIX
kynbTyp (Baldacci-Cresp et al., 2012; Chen et al., 2020). Trosbl HCOOXOAMMBI IS
pocTa mapa3uTUIECKUX HEMATO/I, KOTOPBIE 3apa)KatoT KOPHHU PACTCHHM U BHI3BIBAIOT
mudPepeHIMPOBKY KIETOK KOPHS B TUTAHTCKHE KJICTKH, OOpa3yroIIHe TaJljibl.

Meta6oan3sm GSH 1 hGSH B rammax v HeMHQUIIMPOBAHHBIX KOPHAX pa3IHyacTCs.
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Kopuu M. truncatula co cHIKEHHBIM COJCpKaHUEM THOJIOB B MEHBINEH CTEIIEHH
cTpafanu oT mapasutudeckux Hemaron (Baldacci-Cresp et al., 2012). B kopusx G.
Max co CHIKECHHBIM COJEP)KaHHMEM THOJIOB, HAOJIIOAaI0Ch Pa3BUTHE PEAKIIUU
TUIIEPYYBCTBUTEIIGHOCTH W THOCIh KJIETOK, a TaKKe HAKOIUICHHE MEPOKCHIA
BOJIOpoJa BOKpyr obOmacteir Hemaromnod wHpekmmu (Chen et al., 2020), uro
HAOMHUHAET HAKOIJICHHE TIEPOKCH/Ia BOAOPOa BOKPYT FOBCHHIBHBIX OaKTEPOUI0B

B KiyOeHbkax MmyTanTHoM auHuu Sym40-1 (Ilpiranosa u op., 2009).

3. Jlokanuzauusa GSH yka3bpiBaeT Ha ero BaKHYK Pojib B (DOPMHPOBAHUM
MepucTeMbl KiIy0eHbKa, mHpoueccax a3oTpukcanum OAKTEPOHIAOB U
peakuMu Ha cTpecc y pu3ooui
Kak 6b110 nokaszano panee, GSH npucyrctByeT B 0OJIBLIIOM KOJUYECTBE B

30HE MEPHCTEMBI U B 30HE HH(EKIUHU B KIIyOeHbKkax P. sativum (Matamoros et al.,

1999). B xmyb6enbkax M. truncatula skcmpeccuss rera GSH1 Obuta BeIsiBIICHa B

MepHucTeME, 30H€ HH(QEKIMM M B JAUCTAIbHOM 4YacTH 30HBI a30T(UKCAlNH,

skcrpeccus reHa GSHS — B kope u 3oHe azordukcanuu (EI Msehli et al., 2011).

GSH HeoOxoauM UIs IeeHus KIIeTok B koHunke kopHs (Vernoux et al., 2000), u

€ro KOJMYECTBO KOHTPOJIHUPYET Nepexoa kineTok u3 ¢asel G1 B pazy S kineToyHoro

IUKJIa, 4To compoBokaaercss nepememnieHueM GSH B sapa B dase G1 (Diaz-

Vivancos et al., 2010a, b). B nacrosiiemM ncciieoBaHuM METKa, aCCOLIMUPOBAHHAS

¢ GSH, B 60ab1I0M KOJIMUECTBE OOHAapy>kuBajack B mepucteme (Pucynok 15I-E),

a TaKXKe MPUCYTCTBOBaja B AApax MHPUIMPOBAHHBIX KJIETOK M3 30HBI MHPEKLIUU

(Pucynok 15K-U1), no He u3 30HBI azoTdukcanuu (Pucynok 15K-M). Ilo-

BuguMomy, GSH MoOXeT cTUMyIMpoBaTh MEPUCTEMATHUYECKYI) AKTUBHOCTh U

MOBTOPSIOIINECS payHAbl SHAOPEIYIUIMKALUA B CUMOMOTHUYECKHX KITyOEHbKax.

Opnoii u3 mumeHeit GSH B kiieTkax MepucTeMbl U 30HbI HHPEKINU KITyOeHbKOB M.

truncatula sisiercs ren MtPIP2, koaupyromuii akBarmopuH ¥ y4aCTBYIOLIHMIA B

dbopmupoBannn mMepucTeMbl U pocte mHpeknuonnbix HuTer (Pucciariello et al.,

2009).
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B xi1y0Genpkax JUKOTO THIA Hanbosiee HHTEHCHBHOE MEYCHHE ObLIO CBSI3aHO
CO 3peIbIMH OaKTEpPOUAaMHK B KJIETKaX 30HbI a30Tdukcaiuu (Pucynok 15K-M), uro
IIOJITBEPIKIAET paHee moxydeHHble nanabie (Matamoros et al., 2013). B kirydenbkax
HEBO3MOXKHO  ompenenuTh mnpoucxoxkaeHue GSH — pacturenpHoe Wi
OakTepuanbHoe. 3HadeHue OakrepuanbHoro GSH ObUIO MPOAEMOHCTPUPOBAHO C
UCIoJIb30BaHueM JeekTHBIX 1Mo cuHTe3y GSH pasmunbix puzoduii (Muglia et al.,
2008; Taté et al., 2012). HexaBHo 6bL10 1mokasano, uro aedunur GSH y S. meliloti
2011 (gshB) we Bauser Ha mudhepeHIMPOBKY OAKTEPOUIOB, HO 3aITyCKaeT IMPOIIECC
panHero crapenus kinyoenbkoB (Yang et al., 2020). MoxHo caenaTh BBIBOJ, YTO
GSH B OaxTtepoungax HEOOXOIUM Il UX MPABHIBHOTO (PYHKIIMOHHUPOBAHUS H
azoTdukcalum.

B xiybenpkax naukKoro Tura MeTka, accouuupoBaHHas ¢ GSH, He
OoOHapyXuBaJlaCh B HH(PEKIMOHHBIX HUTAX U Kamsix (Pucynokx 15K-M).
NHTeHCMBHOE MeEUeHHE HaOII0MAIOCh TOJBKO B HMH(MEKIMOHHBIX HUTIX U
BBICBOOOKJICHHBIX B PACTUTEIBHYIO LUTOIUIA3My OakTepusix B KIyOCHbKax
MyTaHTHBIX JuHAN SYymM40-1 u sym33-3 (Pucynok 16I-E; Pucynok 18I'-E, K—M).
OT0 MOXKHO OOBSCHUTH AaKTUBHM3AIMEHd CUJIBHBIX 3alllUTHBIX  PEaKIIUi,
MIPOSIBIISIFOIITUXCSI B TOM YHUCJIE B CyOepHUHU3AMK CTEHOK MH(MEKIIMOHHBIX HUTEH |
Jerpaganuyi OaKTEPUHi BHYTPH HEKOTOPHIX WH(MEKITMOHHBIX HUTEH B KIIyOCHBKAX
myTtanToB 10 reny Sym33 (lvanova et al., 2015; Isiranosa u dp., 2019), a Taxxe
HAKOIJICHUEM TIePOKCHIA BOAOPOJAa BOKPYT FOBEHWIBHBIX OaKTEPOHWIOB B
KiayoeHbpkax mytanTa Sym40-1 (I{siranosa u dp., 2009). BepositHo, pr300HH MOTYT
ucrionibzoBath GSH nmns  mpeojofieHust cTpecca, BBI3BAHHOTO —aKTHBAIUEH

PACTHUTCIILHBIX 3alIUTHBIX peaKuHﬁ Y OTUX MYTAHTOB.

4. GSH n hGSH BoBJieuennl B peryuasiuio 3xcnpeccuu renos GSH1, GSHS,
Cypl5a, TPP, PR1, PR10, NF-YAL B kopHsx ¢ Kiayoenbkamu P. sativum
Henocrarok GSH u hGSH u o6pa6otka sk3orennsiM GSH mpuBoauiu He

TOJIBKO K MOP(OJOTHYECKUM H3MEHCHHUSIM B CHUMOMOTHMYECKUX KIIyOCHBKAx, HO

TAaKKC K UBMCHCHHUAM 3KCIIPCCCHUH I'CHOB.
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I'enst GSH1, GSHS, Cypl5a, TPP, PR1, PR10 akTtuBupoBaiuch B OTBET Ha
HEJIOCTATOK THOJIOB B KOPHSX C KJIyOCHbKaMHU pacTeHui aukoro tuma (PucyHok 21).
B TO xe BpeMsi ypoBEHb MX IKCIPECCHH JOCTOBEPHO HE M3MEHSUICA B KOPHSX C
KIIyOeHbKaMH pacTeHHil gukoro Ttuma, oopabdoranHsix GSH (Pucynox 23), yto
CBUJCTEIBCTBYET O TOM, YTO SKCIPECCHsS ATHUX T'€HOB pearupyeT Ha CHIKCHHE
KOHIICHTpAIlMU THOJIOB. Tor/ia Kak Ha peryssnuto reHoB ouocunteza GSH u hGSH
y MyTaHTHOM JwuHuM SYymM33-3 BIUAIOT KaK YBEIUYEHHE, TaK U CHIKCHHE
COJIEp>KaHUsl THOJOB M, BO3MOXHO, cooTHomeHrne GSH : hGSH. Dto paznuuune
MOXET OBITh CBSI3aHO C CUTHaJIBHBIM KackajgoMm GSH, acconuupoBaHHBIM C
3alIUTHBIMU PEakUUsIMH y MyTaHTHOW nuHuu Sym33-3. B To xe Bpems, st PR-
reroB u Cypl5a, Ob1T0 MOKa3aHO CHUKEHHUE YPOBHS dKCIIPECCHH Y 3TOTO MyTaHTa B
OTBET Ha HemocTaTok THoJIOB (PucyHok 21), Torga xak yBeJIWYEHUE YPOBHS UX
AKCIIPECCUH MTPOUCXOAMIIO TOIBKO TIpH 00paboTke pactennii 1 MM pactBopom GSH,
Ho He 0,1 MM pacrBopom GSH (Pucynokx 23). DTo yka3plBaeT Ha TO, YTO
koHeHTpauuss GSH nMeer 3HaueHue W UrpaeT pojb B OTBETE, OMOCPEIOBAHHOM
CAJIMLIMIIOBOM KUCJIOTOM, MO KpallHEN Mepe, B KOPHAX C KIIyO€HbKaMH MyTaHTHOM
muaun sym33-3. JIoitnas ponp GSH, omocpenoBaHHasi KOHIICHTpPAILIUEH,
noATBepxkAaeTcsa TeM daktom, yto skcrpeccust reHa NF-YAL noxasmisiercst B OTBET
Ha HEJOCTaTOK THOJOB B KOPHSIX C KIyOCHbKAMHU PACTEHUH TUKOTO THIA U
MyTaHTHOM nuHUU SYM33-3 u akTuBHpyeTcs (BMecTe ¢ reHoM EFD) B pacrenusx
000X TEHOTUNOB, 00paboTaHHBIX pacTBOpoM Toibko 0,1 MM pactBopom GSH
(Pucynok 23). Takum oOpazom, skcnpeccus renoB GSH1 u GSHS B kophsix ¢
KIIyOCHbKaMU MOXET AaKTUBUPOBATHCS HEJOCTATKOM THOJOB, TOTJAa Kak
onpeaeneHHoe konmndecTBo GSH HEoOXoauMMO AT HOPMAIBHOM SKCTIIPECCUH TeHa
NF-YAL u noBblillieHUs1 YPOBHS €ro IKCIPECCUU B KOPHSX C KIIyOeHbKamu. Takxke
3aMaH4YUBO MPEINOJI0XKUTh, YTO M3MEHeHHs B skcnpeccuun PR-renoB m CyplSa
MOTYT KOppETupoBaTh C TOHWXEeHHeM KoHueHTpammun hGSH B kopHsIX c
KiyOeHpkaMu MyTaHTHOM JuHuUM Sym33-3 (Tabnuma 3, Tabnuua 4), 4To MOXET
SBIATHCS KOCBEHHBIM  JoKa3zaTenbcTBOM ydactus hGSH B perymsmuun

PACTUTENBHBIX 3AIIUTHBIX PEAKIUN.
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5. HepocTtaTok THOJ10B MPUBOAUT K YMEHbIIEHUIO KOJINYECTBA KIYOEHbKOB,
Aerpajanuv  a30TPUKCHUPYIOIIMX KJIETOK, BJHMAeT Ha Ppa3BUTHE
CHUMOHMOCOM y MYTaHTHO# JuHUM SYM40-1 U aKTUBHOCTHL MepPUCTEMBbI Y
MYTAHTHOM JuHUM Sym33-3
CopepxaHne  THOJIOB ~ CHIDKAIOCh BO  BpeMSl  €CTECTBEHHOTO U

WHAYIUPOBAHHOTO cTapeHus B Kiyoenbpkax G. max (Evans et al., 1999), P. sativum

(Groten etal., 2005) u P. vulgaris (Loscos et al., 2008). B nannoii padote o6paboTka

pactenuii pactBopoM BSO BbI3Bania MHIYKIUIO paHHErO CTapeHUsl B KIyOeHbKax,

IPOSIBIISIOLIETOCS B Jerpajallii 30Hbl a30TPUKCAUU B KIIyOCHbKaX JUKOTO THIIA

(Pucynok 19B-1') u yBennueHHEM YpPOBHSA HKCIPECCUU TE€HOB, CBS3aHHBIX CO

crapeaneM Cypl5a u TPP (Pucynok 21). Takum o6pazom, GSH u hGSH umeror

pemaroniee 3HaueHUE IS (QYHKIMOHMPOBAHHS a30THUKCHUPYIOMUX KIETOK B

KyOoenpkax P. sativum gumkoro twma. I[ToBbIlieHHWE ypOBHS SKCIPECCUH TeHA

UCTEMHOBOM MPOTEa3bl TAKXKE HA0II01aJI0Ch B KOPHSX C KIIyOEeHbKaMU MyTaHTHOMN

maann Sym33-3, obpaboranHeix 1 MM pactBopom GSH (Pucynok 23). Dtm

KIIyOeHbKM ObIM HMHQUIIMPOBaHBI B Oousbineid crenenu (Pucynox 22), uem

KIIyO€HbKM Ha HeOoOpaOOTaHHBIX PpACTEHUSX, OJHAKO O3TO COMPOBOXK/AIACh

ycuieHreM skcnpeccud PR-renoB u  ge3opraHuzaneil  0akTepouaoB B

uHpUIMPOBaHHBIX KieTkaX (PucyHok 23, Pucynok 22B). MoHO czenaTh BBIBO/I,

YTO CTUMYJSIUS WHQPEKIUH B STUX KIyOCHBbKAX BBI3BIBAET TaKXKE YCHUIICHHE

3alUTHBIX PEAKIIHI, UTO BIIOCIEACTBUY IPUBENET K JATpalallui HH(OULIHUPOBAHHBIX

KJIETOK, KaK 3TO IPOUCXOJIUT B KIIyO€HbKAaX MyTaHTHOM uHuu Sym40-1.
brox pa3BuTHS MepucTeMBI U CHEIU(PHUYECKOe TpPEephIBAaHHE POCTa

MH(EKINOHHBIX HUTEH Ha0II01aIiCh B KIyOeHbKax MyTaHTHOU JuHUU Sym33-3 ¢

HenocratkoM GSH u hGSH (Pucynok 20/]). DT Mopdoaoruueckue U3MeHEHHUs

MorM ObITh OBLTH BbI3BaHbI Mo1aBiecHreM dkcrpeccuu reHa NF-YAL (Pucynok 21),

TaK KakK CXOIHbIN (eHOTHI HaOmomaics y myrtanta M. truncatula Mtnf-yal-1

(Laporte et al., 2014). NF-YAT1 npexacrasiser coboit CCAAT box-CBsA3bIBaIOIHIA

(bakTop TPAHCKPUTIUHU, HEOOXOAUMBIN 711 GOPMUPOBAHUS B (HYHKIIMOHUPOBAHUS
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MEpHUCTEMBI KITYyOEHbKa, a TAKKE KOHTPOJIUPYIOUINI pOCT MH(DEKIIMOHHBIX HUTEU U
KoJloHu3anuoo TkaHed kiayoenbka (Combier et al., 2006). M3MeHeHnue CBOWCTB
KJIIETOYHONW CTEHKH WHQEKIMOHHOW HUTH MOXET OOBSCHATh B3AYTHUS U
HEYTOPSAOUYCHHBIH XapakTep pocTa WH(GEKIMOHHOW HUTH, HAOII0JaeMble Yy
mytanta Mtnf-yal-1, Tak kak WHQEKIUOHHAS HHUTh TEPSET CIIOCOOHOCTH
CIep )KMBaTh pa3MHOXKarOIIHecs OaKTepuu JTODKHBIM oOpa3om (Laporte et al., 2014).
CrouT OTMETUTD, 4TO 00pabOTKa KOpHEHN ¢ KITyOeHbKaMU MyTaHTOB 110 TeHy Sym33
1 MM pactBopom GSH mnpuBoamiia K TakuM K€ HapyLIEHUSIM B pa3BUTUU
nHpekmoHHbIX HUTEeH (PucyHnok 22), ogHako ypoBeHb 3kcnpeccun rena NF-YAL
ObLT TakuM K€, Kak y HeoOpabotanHbix pacteHudt Sym33 (Pucynokx 23).
B03MOXHBIM OOBSICHEHHEM MOXKET OBITh CrOcoOHOCTH camoro GSH wu3MeHsTh
CBOMCTBA TJHUKOIPOTEHMHOB THUIA HSKCTEH3WHOB, JIOKAJU30BAHHBIX B IPOCBETE
uHpeknnonHslx HUTed (Bradley et al., 1992). Takue skcTeH3MHBI (B HACTOSIICE
BpEMs U3BECTHBIE KaK apaOMHOralaKTaHIIPOTENH SKCTEH3UHBI), OKpYKasi OaKTepuu
B MH(MEKIIMOHHBIX HUTSIX, MOTYT OIPAaHUYMBATH UX POCT, a TAKXKE PETyJIUPOBATH
poct camux mHpeknuonHbx HUTeH (Wisniewski et al., 2000). Takum oGpa3zom,
MOXHO Tpeanoiaoxkuts, uro GSH ydactByer He TONBKO B (HOPMUPOBAHHH U
(GYHKIIMOHUPOBAHUM MEPHUCTEMBI, HO TaK)K€ W B KOHTPOJIE pocTa MHPEKIIMOHHBIX
HUTEH, BIMAsS Ha YypoBeHb Odkcnpeccun reHa NF-YAL wnmm wnHampsmyiro —
B3aMMOJICUCTBYS C apaOMHOTaJaKTAHIIPOTEMH OKCTEH3WHAMH B  MaTpPUKCE
nHpeknoHHbIX HUTEH. bonee Toro, mapaiens Mexay 3¢dekrtamMu HegocTaTKa
THOJIOB W 00paboTku pacrenudi 1 MM pactBopom GSH mnomuepkuBaer
HEOJIHO3HAYHYIO pOJIb 3TOTO THOJIAa B a30THUKCHUPYIOIIEM CHUMOHO3€ U TOHKYIO
HACTPOMKY KJIETOYHOTO OTBETAa B COOTBETCTBUH C (DAKTHUECKHUM COJIEp:KaHUEM
GSH.

CHmKeHNe CHHTE3a THOJIOB 3HAYUTEIHFHO YMEHBINAIO YUCIIO KIYOCHHKOB Y
Bcex reHotunoB (Tabmuma 3). DTo coBmagaeT C JaHHBIMU, MOJIyYeHHbIMU T M.
truncatula, rme wunrubupoBanme cuntesa GSH u hGSH ywmenbmano wmcno
dbopmupyromuxcs K1yoenbkoB u 00koBbIx KopHeit (Frendo et al., 2005). Dtu daxTs

YKa3bIBalOT HAa TO, YTO YMEHBUICHHE YHCIa KIyOeHBKOB Yy 00pabOTaHHBIX
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pactBopoM BSO pactenuit Bcex reHoTUIIOB MOTJIO MPOUCXOAUTH, IO KpaiiHel mepe,
YaCTUYHO, U3-3a HapylIeHUs! (HGOPMUPOBAHMS MEPUCTEMBI B TKaHSIX KOopHs. OJIHaKO
Ha pacTeHusx, oopadotannbix pactsopamu 0,1 MM BSO u 0,5 MM GSH, uncno
KIIyOCHbKOB OBUIO TaKUM JK€, KaK W Ha HEOOpaOOTaHHBIX PACTEHUSAX [JIS BCEX
TCHOTHIIOB, 3a WCKIIOYeHHeM MyTaHTHOW mwHuM Sym33-3 (Tabmuma 3). Oto
O3HAYaeT, YTO B PACTEHUAX MYyTaHTHOW JmHHMH SYM33-3 MOTYT CYIIECTBOBATh
JOTIOJTHUTENbHBIE (AKTOPBI, PEryJUpylolKe 4Yuciao KiayOeHbkoB. KirybeHbku
MYTaHTHOM TUHUN SYM33-3, XapaKTepU3yIOTCsS YCUICHUEM 3alIUTHBIX OTBETOB H,
BEPOSATHO, MOBBIIIEHHBIM CHHTE30M CAJIMIMIOBOW KHUCIOTHI —  HEraTMBHOIO
perynsaTopa kiyoeHbkooOpazoBanus (L[piranosa, Ipiranos, 2018). 310 KOCBEHHO
MIOJITBEPKIAETCS BBHICOKMM ypoBHeM skcrpeccun TeHoB PR1 u PR10, koropsie
UHAYLUPYIOTCA  CAJIMLMIOBOM  KHCIOTOM, B HEOOpaOOTaHHBIX PACTEHHSX
MyTaHTHOU JimaMK SYM33-3 u 06padotannbx pactBopamu 0,1 MM BSO u 0,5 MM
GSH mno cpasHenuto ¢ apyrumu TeHoturnamu (Pucynok 21). IlpuHumas Bo
BHUMaHUE, YTO MEpHUCTEMa Bce-Taku (OpMUpOBaslach B KIyOE€HbKAaX MYTaHTHOU
auann Sym33-3, obpabotanusix pactBopamu 0,1 MM BSO u 0,5 MM GSH, rae
ypoBar GSH u hGSH cocramnsimu Tosbko 38% u 18% OT ypoBHEH 3THX THOJIOB B
HEOoOpaOOTaHHBIX PACTCHHSIX, MOXXHO TNPEANOJOXKUTh, YTO ONpeAeTICHHBIN
MUHUMAJBHBIN YPOBEHBb THOJIOB SBJISIETCS CYIIECTBEHHBIM /ISl PYHKIIMOHUPOBAHUS
MEPHUCTEMBI, HO SIBJIIETCSI HEIOCTATOUYHBIM JIJIsl BOCCTAHOBJICHUS UMCia KITyOEHbKOB
y IaHHOTO MyTaHTAa.

Oo6padotannsie pactBopoM BSO ximyOGenbkn MyTaHTHOW JuHUU SYym40-
1 xapakTepu30BaINCh OOPA30BaHUEM MHOTOYHUCIEHHBIX CHMOMOCOM, COIEPKAIIINX
HECKOJIbKO OaKTEepOUJ0B, OKPYKEHHBIX OOIIeH CUMOMOCOMHONW MeMOpaHOH
(Pucynox 20b). Panee takoi Tunm cumOuMOcOM ObLI omucaH ajs KiyOeHbKoOB P.
sativum mytanTHOW nuHMH SYym3l u kiyOeHbkoB P. sativum, BBIpallleHHBIX B
ycioBusx geduiura Oopa (Borisov et al.,, 1997; Bolanos et al., 2001).
[Ipenmonaranock, 4To ATOT (DEHOTHUII MOXKET OBITH CBS3aH C JIGKTHHOIOJIOOHBIM
rinukonpotenHoM NLEC-1. Bbuio npoaeMoHCTpUPOBaHO, UYTO JIB€ CUMOWOCOMHbBIE

n3o¢opmel NLEC-1 ObutH cITOCOOHBI CBS3BIBATHCS ¢ KICTOYHOM TTOBEPXHOCTHIO R.
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leguminosarum 3841 (Bolafios et al., 2004). B kiyOeHbkax MYTaHTHOM
auauu SYyM31 3t u3odopmel  ObUTM MOAMGBUIIMPOBAHBI W JIOKAIM30BAJINCh B
mutoriasme (Dahiya et al,, 1998) m Obutn He CIOCOOHBI CBSI3BIBATHCS C
IOBEPXHOCTHIO pH300HanbHBIX KieTok (Bolanos et al., 2004), uro mpuBoauiIo K
HapyIIEHUIO AesieHnst cuMOnocoM. Takum o6pazom, ananm3 pacrpeaenenus NLEC-
1 B ximyOenpkax MyTaHTHOM nuHUU SYym40-1, ob6paborannbix pactBopoMm BSO,
3aCITy>KMBAET JAJIbHEUIIIETO U3YUYCHUSI.

Taxum oOpazom, PE3yNbTaTHI, MOJTy4YEHHbBIE C MTOMOIIIBIO
(bapMaKkoIOTHYECKOTO TMOJX0/a, TMOJATBEPAWIA HEKOTOPHIE paHee OIKUCAHHbBIE
¢yukmn GSH n hGSH B pa3suTin U QyHKIIMOHUPOBAHUH KJIYOCHBKOB U BBISBUJIH
HEKOTOphIe  HOBble. HemocTarok  THOJOB TPUBOAWT K  pa3pyLICHUIO
a30T(UKCUPYIOIIMX KIETOK B KIyOEHbKAaX JUKOTO THIA, YTO MOXKET OBITh
nokazatenbctBoM mpsmord  poo GSH w hGSH B momaepxkanuum w
(YyHKIMOHUPOBAaHUM MH(DUIIMPOBAHHBIX KJIETOK. B TO ke Bpems, npyrue 3@ ekt
HEJI0CTaTKa ATUX THUOJOB, HaOIOJlaeéMble B MYTaHTHBIX KIyO€HbKaxX, MOTYT
yKa3plBaTh Ha WX (QYHKIAA B Pa3BUTHH MEPUCTEMBI, (OPMHPOBAHUU
OTIPEJICTICHHOTO YUCa KIIyOEHBKOB, POCTe MH(MDEKITMOHHBIX HUTEH U 00pa30BaHUM

MH(PEKIMOHHBIX Karelb, IeICHUH CUMOUOCOM.
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3akiouenue

Puzobuu  morytr Bcrynmath ¢ OOOOBBIMM — pAacTeHHMSIMH  Kak B
MYTyaJIHCTUYECKHE, TaK M B TMapa3uTHUYECKHe B3auMMOOTHoIIeHus. [loatomy
pacTeHusi JOJKHBI KOHTPOJMPOBATh BCE JTalbl Pa3BUTHS KIyOE€HbKa MU €ro
(GYHKIIMOHUPOBaHUSA, YTOOBI M30€kaTh HEKETIATeNbHBIX 3aTpaT dHEPTUU, OTICIISI
3alUTHBIE MEXAHU3MBI OT MPOILIECCOB JeleHHUS U AUPPEPEHIUPOBKH KIETOK.
KoopuHanus mponeccoB pa3BUTHUS M 3alIUTHBIX OTBETOB, OCYIIECTBIsIeMas
nocpenctBoM  B3ammozeiicteuss  ADK,  ¢uroropmonoB, GSH/hGSH wu
OKHCIIUTEIbHO-BOCCTAHOBUTENIBHOTO ~ OanaHca, SBISETCS HEOOXOAMMOHN  JUIs
pPEeryJisiliMM TaKoOMl YyBCTBUTEIBHOW CHUCTEMBI, KaK CHUMOMOTHMYECKHH KITyOEHEK
(Foyer et al., 2009; Foyer, Noctor, 2013; Diaz-Vivancos et al., 2015).

C wucrnonp3oBanueM JimHNH P. sativum nukoro Tuma u CHUMOMOTHYECKUX
MYTAaHTHBIX JIMHHUHA, OJOKMPOBAHHBIX HA Pa3HBIX JTamax pa3BUTHS KIyOeHbKa U
XapaKTEPU3YIOIUXCSI TPOSBICHUEM Pa3HOOOPa3HbIX 3aIIUTHBIX OTBETOB, ObUIH
BoIsiBNieHbl pyHkimu GSH u hGSH.

KomunuectBo GSH u hGSH, a Takke HMX COOTHOUIEHHE WIPAOT POJb B
BOCIIPUATHH pacTeHusiMu P. sativum pu3oOuii B KayecTBe CHMOHMOHTOB WU
natoreHoB. bonee Boicokoe cooTHomenne GSH : hGSH neo6xoaumo 115t pa3BuTHs
cuMOMO3a M  BBICBOOOXKJCHHMS OakTEepuil B  pPACTUTENIbHYIO KIETKy. B
cumbuotnueckom kiyoenske P. sativum GSH ywacTByeT B MepucTeMaTHUECKOW
aKTUBHOCTH KJIETOK U, BEPOSITHO, TAKXKE B IHAOPEIYIUTMKALNN B HHPUIIMPOBAHHBIX
KJIETKaX, pocTe UWH(PEKUUOHHBIX HUTEH, NOIJIepKaHUM a30TPUKCALUU B
OakTepouax M alanTaluu K CTpeccoBoMy Bo3zeiicTButo y pu3odbuit. GSH n hGSH
HEOOXOIUMBI JUISI YCTOMYMBOCTH a30T(HUKCHPYIONIMX KIETOK M BOBJICYCHBI B
3amuTHbIe peakiuu pacteHui. Jns yuactus GSH m hGSH B cumOuotnueckmx
B3aMMOJICHCTBHSIX WM 3AIIUTHBIX PEAKIUAX, UX KOJWYECTBO M COOTHOIICHUE B
KITyO€HbKE JOJIKHO CTPOTr0 KOHTPOIHPOBATHCA.

JlanbHelme ncciae1oBaHus HeOOXOAMMBI, YTOObI OKOHYATENbHO MPOSICHUTD
cnenuduyeckyto poiab hGSH B pa3BuTuu u QyHKIMOHUPOBAHUA CUMOMOTUYECKUX

KHYGGHBKOB, d TaKKC BBISIBUTH CCIICKTUBHOC IIPCHUMYUICCTBO, O6€CHC‘-IHBEIIOHI€€CH
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hGSH st 6000BBIX pacTeHMit, KOTOPOE MO3BOJMIO COXPAHUTh aKTMBHOCTH I'€HA
hGSHS B mporecce 3BOIOIUH.

Xopomio Hu3BeCTHO, 4TO peryisiuus cuHTte3a GSH 3aBUCHUT OT Takux
(bakTopoB, Kak OKCOpecCHss T€HOB U AaKTUBHOCTh (epMeHTOB. OgHUM U3
OTrpaHUYMBAIONTUX (AKTOPOB OMOCHHTE3a SBISICTCS JOCTYIMHOCTh ITMCTEHHA.
[IpuMeHeHne SK30reHHOTr0 UUCTENHA 3HAYUTENbHO yBennunBaeT onocunre3 GSH
(Noji, Saito, 2002; Wirtz, Hell, 2007). Ipyrum (pakTopoM, KOTOPBIH MOKET BIUATH
Ha conepkanne GSH B onpeieieHHBIX yCIOBUSX, siBseTcs ruiuH (Buwalda et al.,
1990; Noctor et al., 1997). I'en hGSHS Bo3HMK B pe3yibTaTe AYILIMKAIMH I'CHA
GSHS mocne pacxoxnenuss kinagasl Craporo Csera. Bropas komms GSHS
HaKaluIiBaJla MYTalWH, KOTOpPHIE TMPUBEIHW K 3aMEHE JBYX OCTATKOB ajlaHWHA
JEHIIMHOM M TPOJIMHOM B aKTUBHOM IIeHTpe ¢epMeHTa, U €ro CrocoOHOCTU
UCIoNb30BaTh [P-amanuH BMmecTo TimiuHa (Skipsey et al.,, 2005). Bsuio
npoaeMoHCcTpupoBano, uYro GSHS pacrenuii CrmocoOHBI  MPOAYIHPOBATH
pa3HooOpa3Hblii nuana3oH romosioroB GSH B 3aBUCHMOCTH OT JOCTYHMHOCTHU
aKIernTopa amwia. JTO MPEArnojaraet, 4To MPUPOJa THOITPUIICTITUIOB MOXKET
OTIPENENAThCS  JOCTYMHOCThIO (C-KOHIIEBBIX aMHMHOKHCIOT B OMpEIeleHHBIX
KOMITapTMEHTaX. TakuM 00pa3oM, MOYKHO TPEIITONIOXKHUTh, YTO PETYJIISAINS CHHTE3a
hGSH B kjieTkax pacTeHUN TaKKe€ MOXET 3aBUCETh OT JOCTYMHOCTH [3-aJlaHMHA.
CurnanabHbIe MOJIEKYJIbI WM (PAKTOpPHI CTpecca, KOTOPhIE MPSIMO HIJIM KOCBEHHO
PETYIUPYIOT HAKOIJICHUE [-ajaHWHa, TakK)Ke MOTYT HWHIYIHUPOBATH JKCIIPECCHUIO
rena hGSHS wmm aktuBHOCTE (pepmenta hGSHS. T'en, xoaupyrommii GpepMeHT
MPOMMOHATHOTO MyTH CHUHTE3a [-ajlaHWHA HauboJiee aKTUBHO JKCIPECCUPYETCS B
xopHsx A. thaliana (Schmid et al., 2005; Parthasarathy et al., 2019). B 6a3anbabix
kianax 06000BeIx cuHTe3 hGSH Taxke 0ObIYHO OrpaHUYeH KOPHSIMH PaCTCHUH, YTO
MO3BOJISICT TPEAIOJIOKUTh, YTO HMMEHHO B KopHix y NhGSHS mnosBuiace
BO3MOXKHOCTh  JiJI1  (YHKIIMOHUPOBAHUS W OOECIEUYCHHUS  CEICKTUBHOTO
MPUUMYIIECTBA JIJI HEKOTOPHIX BHUJIOB.

B-amaHuH, HE SBISIOUIMNACS MPOTEMHOTEHHOW KUCIIOTOM, HAKAaIIMBAaeTCS B

BHUJIE MOJIEKYJIBI CTPECCOBOIO OTBETA, YYaCTBYIOUIEH B 3alUTE PACTEHUU OT
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OKCTPEMAJILHBIX TEMIIEpPaTyp, THIIOKCUU, 3aCyXH, IIOKA TSKEIbIX METAJIOB U
HEKOTOPBIX OMoTHYeCKUX cTpeccoB. OH ydacTByeT B OHMOCHMHTE3€ JIMTHUHA U
IIPOM3BOJICTBE 3THJICHA y HekoTophix BUA0B (Broeckling et al., 2004). hGSH taxxe
y4acTBYeT B TIPEOJOJCHHH PACTCHHEM JTHUX OHOTHYECKHMX W a0MOTHYECKUX
ctpeccoB: 3acyxu (Cruz de Carvalho et al., 2010), moka TsDKeNbIX METaLUIOB
(KynaeBa, I{piranoB, 2014), B3auMOJEHCTBUSA C NMapasUTHUYCCKHUMH HEMaTOIaMH
(Baldacci-Cresp et al., 2012; Chen et al., 2020). B manHoM #cciaeaoBaHun Oblia
MOKa3aHa ero poJib B CAMOMOTHYECKUX OTHOIIEHUSAX C PU300USIMH.

Takum 00pa3zoM, MOXKHO TPEANOIOKUTH, YTO IMOSBUBIIMIICS B IpoIlecce
9BOJIIOIMK 0000BBIX pacTeHuit romosior GSH —hGSH, B3sut Ha ce0s1 yacTh QyHKITHIA
-amaHmHA B OTBETE PACTCHHI Ha CTpecc, a Takke dacTh GpyHkimid GSH, co3maBas

BO3MOXHOCTB IJIA 0oJiee TOHKOTO KOHTPOJIA ITPOICCCOB.
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BbIBO/JIbI

1. Myramuu P. sativum sym33-3 u sym40-1 mnpuBoaAT K BOCHPHSTHIO
MUKPOCUMOHMOHTA B KauyeCTBE MOTEHIIMAIHLHOTO MATOTEHA, YTO MPOSBISETCS B
OTJIO)KEHUH CyOepHHa B TKaHSIX HEI(PPEKTUBHBIX KIYOEHBKOB M SKCHPECCUU
TE€HOB — MapKEPOB 3AIMUTHBIX peakiuid. CTUMYIIAus HHOEKITUN B MyTaHTHBIX
kinyOenpkax SYm33-3 osk3oreHHbIM GSH BBI3bIBacT yCHIICHHE 3alllMTHBIX
pEaKIuu.

2. W3menenus B aktuBHOCTH reHoB GSHS u hGSHS u xoimmuectBe TromoB GSH n
hGSH, nabmiomaeMbie mocie BBICBOOOXKICHUS OakTepuil U3 MHGEKIIMOHHBIX
HUTEH B KiIyOeHbKax P. sativum, SIBJISIOTCS 4YacThIO MPOTPAMMBI Pa3BUTHSI
CUMOHOTHUYECKOTO KITyOeHbKa.

3. B sddexTuBHBIX KiIyOeHbKax P. sativum momaep)kuBaercss 0ojiee BBICOKOE
cootHomienne GSH : hGSH, uwemM B Hes(dexTUBHBIX KiIyOE€HbKax U
HEWHOKYJIMPOBAHHBIX KOPHSX.

4. GSH HeobxoauM s pyHKIIMOHUPOBAHUS MEPUCTEMBI KiTyOeHbKa P. sativum u
O0akTepou10B pH 3PPEKTUBHOM CUMOMO3E.

5. Cuawmxenue xonueHtpaimu GSH m hGSH B kopusax P. sativum npuBoaut K
YMEHBIIICHUIO YK CIIa KTyOCHBKOB M MHAYKITUU PAHHETO CTApPCHHS B KITyOCHBKAX
JUKOTO THWITA, TPOSBISIONIETOCS B JACTpajalliid 30HBI a30THHUKCAIMH |
YBEJIMYCHUH YPOBHS DKCIIPECCUU T€HOB — MapKepoB cTrapeHus. B kiybeHbpkax
myTtanTtHOM JuHHM SYym40-1 nemoctatok GSH w hGSH mpuBogut k
(hopMUPOBAHUIO CUMOHMOCOM, COJIEPIKAIIUX HECKOJIBKO OAaKTEPOHUIOB.

6. Kak cHmwkeHue, Tak U yBeTUYCHHE KOHIICHTPAIIMH THOJIOB B HEA((HEKTUBHBIX
kiayOeHbkax P. sativum mo cpaBHEHHIO ¢ K1yOeHbKaMH JUKOTO THIIA, SABJISIOTCS
YaCThIO 3AMIUTHBIX PEAaKIUU, MPOSBICHWE KOTOPHIX 3aBUCUT OT CTaJWU, HA
KOTOpO# OBLIO HAPYIIEHO pa3BUTHE KIyOEHbKA W MPOU3OILIO MEePEKII0UeHUE

CUMOMOTHYECKON MTPOrpaMMbl Ha 3aIlIUTHBINA OTBET.
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HPUJIOXEHHUE

Tadmmuma 1. — OTHOCUTEJBHBIH YPOBEHb JKCIPECCHMM TE€HOB B KOPHIX €
KJyOenbkamu P. sativum aukoro Tuma u MyTanToB mo renam sym40-1, sym33-
2 u Sym33-3, oopadoranubix pacreopamu 0,1 MM wiau 1 MM rayratuona (GSH)
yepe3 2 HeJe U N0cJIe HHOKYJISIUT

3HaueHUE
OTHOCHUTEIIbHOM
Oo6pasery I'en sKcnpeccun™ SEM

AT Cypl5a 0,71628 0,08417

JT +BSO Cypl5a 1,46812 0,04990

JAT + BSO + GSH Cypl5a 1,80612 0,15373

sym40-1 Cypl5a 0,65908 0,03929

sym40-1 + BSO Cypl5a 0,72947 0,08849
sym40-1 + BSO +

GSH Cypl5a 0,79579 0,27642

sym33-3 Cypl5a 0,94520 0,10540

sym33-3 + BSO Cypl5a 0,65253 0,07346
sym33-3 + BSO +

GSH Cypl5a 0,54879 0,01053

sym33-2 Cypl5a 0,59612 0,00169

sym33-2 + BSO Cypl5a 1,08821 0,07497
sym33-2 + BSO +

GSH Cypl5a 0,81945 0,02666

AT EFD 0,01731 0,00078

JT +BSO EFD 0,01652 0,00153

JAT + BSO + GSH EFD 0,02074 0,00123

sym40-1 EFD 0,06031 0,00098

sym40-1 + BSO EFD 0,05782 0,00723
sym40-1 + BSO +

GSH EFD 0,03092 0,00361

sym33-3 EFD 0,00457 0,00076

sym33-3 + BSO EFD 0,00089 0,00008
sym33-3 + BSO +

GSH EFD 0,00193 0,00007

sym33-2 EFD 0,00146 0,00003

sym33-2 + BSO EFD 0,00088 0,00007
sym33-2 + BSO +

GSH EFD 0,00072 0,00003

JAT GSH1 0,04463 0,00198

JT +BSO GSH1 0,18470 0,00314

JAT + BSO + GSH GSH1 0,07642 0,00109

sym40-1 GSH1 0,03901 0,00260
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sym40-1 + BSO GSH1 0,23456 0,01273
sym40-1 + BSO +
GSH GSH1 0,10749 0,00277
sym33-3 GSH1 0,08059 0,00698
sym33-3 + BSO GSH1 0,43688 0,01014
sym33-3 + BSO +
GSH GSH1 0,11458 0,00778
sym33-2 GSH1 0,05086 0,00364
sym33-2 + BSO GSH1 0,24882 0,00881
sym33-2 + BSO +
GSH GSH1 0,13709 0,00852
AT GSHS 0,00983 0,00099
JT + BSO GSHS 0,03107 0,00022
JAT + BSO + GSH GSHS 0,02127 0,00070
sym40-1 GSHS 0,00495 0,00045
sym40-1 + BSO GSHS 0,01601 0,00154
sym40-1 + BSO +
GSH GSHS 0,00672 0,00016
sym33-3 GSHS 0,00929 0,00090
sym33-3 + BSO GSHS 0,06291 0,00398
sym33-3 + BSO +
GSH GSHS 0,00803 0,00331
sym33-2 GSHS 0,00438 0,00045
sym33-2 + BSO GSHS 0,02403 0,00101
sym33-2 + BSO +
GSH GSHS 0,00942 0,00079
AT hGSHS 0,02889 0,00332
JT + BSO hGSHS 0,04934 0,00306
JAT + BSO + GSH hGSHS 0,04117 0,00406
sym40-1 hGSHS 0,06064 0,00571
sym40-1 + BSO hGSHS 0,04767 0,00296
sym40-1 + BSO +
GSH hGSHS 0,10735 0,01376
sym33-3 hGSHS 0,03289 0,00225
sym33-3 + BSO hGSHS 0,02371 0,00152
sym33-3 + BSO +
GSH hGSHS 0,02672 0,00096
sym33-2 hGSHS 0,12827 0,00124
sym33-2 + BSO hGSHS 0,06783 0,00429
sym33-2 + BSO +
GSH hGSHS 0,13025 0,02347
AT NF-YAL 0,11170 0,00445
AT + BSO NF-YAL 0,08742 0,00660

156




AT +BSO + GSH | NF-YAl 0,13440 0,00353
sym40-1 NF-YAl 0,10971 0,00906
sym40-1 + BSO NF-YAl 0,11286 0,01174
sym40-1 + BSO +
GSH NF-YAl 0,09279 0,00585
sym33-3 NF-YAl 0,04104 0,00340
sym33-3 + BSO NF-YAl 0,00514 0,00057
sym33-3 + BSO +
GSH NF-YAl 0,02708 0,00184
sym33-2 NF-YAl 0,01739 0,00112
sym33-2 + BSO NF-YAl 0,00953 0,00281
sym33-2 + BSO +
GSH NF-YAL 0,01016 0,00227
AT PR1 0,20500 0,01917
AT + BSO PR1 0,40829 0,03164
JAT + BSO + GSH PR1 0,46762 0,03370
sym40-1 PR1 0,46818 0,04011
sym40-1 + BSO PR1 0,37119 0,00293
sym40-1 + BSO +
GSH PR1 0,54108 0,03275
sym33-3 PR1 1,90489 0,04622
sym33-3 + BSO PR1 0,58900 0,02060
sym33-3 + BSO +
GSH PR1 1,05318 0,06853
sym33-2 PR1 0,64657 0,03213
sym33-2 + BSO PR1 0,58488 0,01936
sym33-2 + BSO +
GSH PR1 0,79526 0,12862
AT PR10 0,14748 0,01450
AT + BSO PR10 0,25866 0,01881
JAT + BSO + GSH PR10 0,31942 0,00434
sym40-1 PR10 0,20197 0,01342
sym40-1 + BSO PR10 0,30259 0,02057
sym40-1 + BSO +
GSH PR10 0,39508 0,01248
sym33-3 PR10 1,52198 0,13554
sym33-3 + BSO PR10 0,29016 0,00299
sym33-3 + BSO +
GSH PR10 1,17392 0,04595
sym33-2 PR10 0,32376 0,02832
sym33-2 + BSO PR10 0,31305 0,03684
sym33-2 + BSO +
GSH PR10 0,57083 0,08374
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AT TTP 0,67696 0,05249
AT + BSO TTP 1,00186 0,09021
JAT + BSO + GSH TTP 1,12856 0,06809
sym40-1 TTP 0,59548 0,03153
sym40-1 + BSO TTP 0,59805 0,01284
sym40-1 + BSO +
GSH TTP 0,61344 0,03651
sym33-3 TTP 0,73897 0,06486
sym33-3 + BSO TTP 0,60780 0,03158
sym33-3 + BSO +
GSH TTP 0,41363 0,00650
sym33-2 TTP 0,64873 0,04781
sym33-2 + BSO TTP 0,74950 0,06592
sym33-2 + BSO +
GSH TTP 0,55296 0,03134

* — JlanHble MIPEACTABIISIIOT COOOM Cpe/lHee 3HAUYECHUE JUIsl TPEX MOBTOPHOCTEM

YpoBeHb TpaHCKpUNTOB omnpeaensuia ¢ nomompio [P B peanbHOM BpeMeHu u
rmnepanbaerua-3-gocdar
neruaporenasy (GAPCL) B kadectBe pedepeHCHOro reHa. YPOBHH IKCIPECCHUU
I€HOB CPaBHUBAJIH C UCTIOJIb30BAHUEM JBYCTOPOHHETO JUCTIEPCUOHHOTO ananu3a (P

aHATTN3UPOBAITU

<0,05).

Tabimua 2. — OTHOCHTEIbHBIN YPOBEHb IKCIIPECCUN I'€HOB B KOPHSX €

METOJIOM

ACT,

HCIIOJIB3Y S

KJyoeHbKkamMu P. sativum QuKoro Tuma m MyTaHTa 1o reny sym33-3,

o0padorannbix pacteopamu 0,1 MM uiau 1 MM rayratuona (GSH) uepes 2

HeEAC/IN MMOCJI€¢ HHOKYJIAIINA

3HaueHUE
OTHOCHUTEIIbHOM
Oo6paszen I'en sKcnpeccun™ SEM

AT Cypl5a 0,315556786 0,026316

JAT+0.1 MM GSH | Cypl5a 0,561954351 0,026394

AT +1 MM GSH Cypl5a 0,545964039 0,034546

sym33-3 Cypl5a 1,31344416 0,112169
sym33-3 + 0.1 MM

GSH Cypl5a 1,480886456 0,051213

sym33-3+ 1 MM GSH | Cypl5a 2,97967078 0,228658

JAT EFD 0,00353748 0,000144

AT +0.1 MM GSH EFD 0,005402962 0,000454

AT + 1 MM GSH EFD 0,004619347 0,000314

sym33-3 EFD 3,8918E-05 1,85E-06
sym33-3 + 0.1 MM

GSH EFD 0,000689396 0,00026
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sym33-3+ 1 MM GSH | EFD 0,00038578 2,6E-05
AT GSH1 0,02177435 0,001413
AT +0.1 MM GSH GSH1 0,025041746 0,001199
AT +1 M GSH GSH1 0,017469769 0,001466
sym33-3 GSH1 0,066212683 0,003065
sym33-3 + 0.1 MM
GSH GSH1 0,086387946 0,005046
sym33-3+ 1 MM GSH | GSH1 0,084635552 0,005622
AT GSHS 0,007560318 0,000503
AT + 0.1 MM GSH GSHS 0,006431283 0,000749
AT +1 M GSH GSHS 0,005626287 0,000172
sym33-3 GSHS 0,007576644 0,000905
sym33-3+ 0.1 MM
GSH GSHS 0,012129145 0,000624
sym33-3+ 1 MM GSH | GSHS 0,013321335 0,000717
AT hGSHS 0,010183149 0,000889
AT + 0.1 MM GSH hGSHS 0,014552733 0,000422
AT +1 M GSH hGSHS 0,013365909 0,000727
sym33-3 hGSHS 0,137224598 0,009626
sym33-3+ 0.1 MM
GSH hGSHS 0,185692785 0,01304
sym33-3 + 1 MM GSH | hGSHS 0,15776051 0,005368
AT NF-YAl 0,147726799 0,012563
AT +0.1 MM GSH | NF-YAl 0,240745184 0,020412
AT +1 M GSH NF-YAl 0,134287152 0,004941
sym33-3 NF-YAl 0,043370279 0,001508
sym33-3 + 0.1 MM
GSH NF-YAl 0,122728125 0,004557
sym33-3+ 1 MM GSH | NF-YAl 0,045498789 0,003028
AT PR1 0,230631587 0,021975
AT +0.1 MM GSH PR1 0,450851516 0,0215
AT +1 M GSH PR1 0,363827642 0,013628
sym33-3 PR1 0,817930632 0,038566
sym33-3 + 0.1 MM
GSH PR1 0,895965396 0,064074
sym33-3+1 MM GSH | PR1 2,403253484 0,299286
AT PR10 0,078505897 0,004885
AT + 0.1 MM GSH PR10 0,10144249 0,003803
AT + 1 MM GSH PR10 0,148679029 0,008359
sym33-3 PR10 1,320682994 0,080047
sym33-3 + 0.1 MM
GSH PR10 0,95215763 0,337775
sym33-3+ 1 MM GSH | PRI10 3,360362956 0,219232
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* — JlanHble MpEACTABISIIOT COOOM Cpe/lHee 3HaUEHUE ISl TPEX MOBTOPHOCTEN

YpoBeHb TpaHnCKpunToB omnpeneisum ¢ noMmoubeto [P B peanbHOM BpemeHu u
aHanmusupoBaii  MertonoM  ACT, wucnonb3ys  raunepainbiaerua-3-gocdar
nerunporenasy (GAPCL) B kadecTBe pedepeHCHOTO I'eHa. YPOBHH IKCIPECCHUU

I'CHOB CpaBHHUBAJIN C UCIIOJIb30BAHUCM JIBYCTOPOHHCTO JUCIICPCUOHHOT'O dHAJIN3a (P
<0,05).
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