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AHTUOKCUJAHTHAA CUCTEMA 3AIIUTBI B CAMBUOTUYECKUX
KJIYBEHBKAX BOBOBBIX PACTEHUU"
(0030p)

K.A. UBAHOBA, B.E. 1bITAHOB

B pe3synbTaTe B3aumopeiicTBusS 0000BBIX PaCTeHHil ¢ MOYBEHHbIMH OakTepusiMu (PU300UAMH)
HAa MX KOPHAX 00pa3yloTcs a3oTdUKCHpyIOIMe Kiy0eHbku. B ocHoBe pa3BuTHsA KiIyOeHbKa JIEKHUT 00-
MeH CHTHAJIHBIMH MOJIEKYJaMH, 0jiaroJapsi KOTOpOMY HPOMCXOIMT CKOOPAMHHPOBAHHAS 3KCHpPECCHs
reHoB odoomx maptHepoB. IIpomecc compoBoxknaercsa mudgepeHIUPOBKON KAK PACTUTENbHBIX KIIETOK,
TaK H OaKTepHAJbHBIX. DTO NPUBOAMT K (hOPMHPOBAHMI0O HWH(HUIMPOBAHHBIX PACTHTEJbHBIX KJIETOK,
30/ IHEHHbIX CHENHAIN3NPOBAHHbIMA 1151 a3oT¢ukcanun dopmMamu pu3odmii — OakTeponmzamu. bakre-
POMJ OTAE/IeH OT LMTOIJIA3Mbl PACTHTEIbLHOW KJIETKH NepuOAKTepOMIHOl MeMOpaHoii, o0pa3ys opra-
HeJUIONOA00HY1I0 CTPYKTYpy — cumoOuocomy (A.V. Tsyganova ¢ coasrt., 2017). I'naBuas ¢yHKuus cum-
OMOTHYECKOTO KIy0eHbKA 3aKJII0YAeTCS B CO3JAHHN MUKPOA3POMIBLHBIX YCJIOBHIl 1 (P)yHKIMOHMPOBA-
HHSI B PU300MAX OCHOBHOrO hepMeHTa a30THKCAIMM — HUTPOreHa3bl, KOTOpPas KpaiiHe YyBCTBUTEIbHA
K Kucjopoay. B To ke Bpems ciieqyer 0OTMETHTb, YTO a30THHUKCHPYIOIIME KIYOeHbKH OTIMYAIOTCS BbI-
COKOii cTeneHbl0 mpoaykimu akTuBHbIX (hopM Kuciopoaa (ADK) u azora (ADA). Onu odpasyiorcs B
pe3yJbTaTe aBTOOKHMCJIEHHS JIEITEMOIIO0OMHA B IMTOMJIa3Me, OKMCJIEHHs HUTPOreHaspl U eppenokcuna
B CHMOMOCOMaX, ()yHKUMOHMPOBAHMS TPAHCHOPTHBIX HeNed 3JIeKTPOHOB B MHUTOXOHIPHSAX, CHMOMOCO-
max, nepokcucomax (C. Chang c coast., 2009). AOK u ADA Takxke BOBJIeYEeHbI B pa3jiMYHbIe CHI-
HaJIbHbIE MYTH, MO3TOMY AHTHOKCHIAHTHAS CHCTeMa B KJIyOeHbKe J0JUKHA NMOJIEepPKHBATh MX KOHLEH-
Tpamuio Ha ompeaejienHom yposHe (C.W. Ribeiro ¢ coasr., 2015). BoJbumHCTBO aHTHOKCHIAHTOB,
NPUCYTCTBYIONIMX B APYIUX OPraHAX PACTeHHid, 0OHAPYXKMBAIOTCA W B KIyOEHbKAX, OJHAKO B OOJbHIEi
KOHIIEHTPAllMK, YTO, BEPOSITHO, CBA3AHO C BHICOKOW MHTEHCHBHOCTHIO NMPOLECCOB, ACCONMHPOBAHHBIX C
ouosormyeckoii azordukcammeil. D10 GepMeHTbl CyNepoOKCHAAMCMYTA3a, ACKOPOATIEPOKCHIA3a, TIyTATH-
OHIMEPOKCHIA3a, MEPOKCUPEIOKCHHBI M P IPYTHX, a Takke Hed)epMEHTATHBHbIE JJIEMEHTbI, B NEPBYIO
oyepeab aCKOPOMHOBAS KHMCJIOTA M IIIyTATHOH, MPUCYTCTBYIONIME B KJIyOeHbKe B MUJLIMMOJSPHBIX KOHLIEH-
Tpamusix (M. Becana c¢ coast., 2010). Kpome Toro, y nmpeacrasureineii cemeiictea Fabaceae odHapyxeH
YHHUKAJIbHBI TOMOJIOT IJIyTATHOHA — TOMOIJIYTATHOH, CNOCOOHDI HE TOJIbKO BBINOJHATH CXOIHble (BYHK-
MK, HO TAKXKe MPOSBIATh crniemuuaHOCTDb AeiicTBus. /[0 cHX MOp He SICHO, MOYeMy HEKOTOpbie 0000BbIE
NpHOOpeH CIOCOOHOCTh CMHTE3MPOBATH JBA PAIMYHBIX THOJIOBBIX COEIMHEHHMS M HYXKIAIOTCSA B ABOAHOM
MeXaHH3Me Peryjisiii KJIeTOYHOTO IHMKJA, BKIIOYAIONIEM €r0 AKTHBALMIO IJIyTATHOHOM W MHIHOMpOBaHHE
murokuHe3a romoriayratnoHoMm (T. Pasternak ¢ coasr., 2014). B HacTosimee BpeMs MOKa3aHO, 4TO YBeJIH-
YeHHe KOJIMYeCTBA IIYTATHOHA NMPUBOAMT K MOBbILEHHIO 3()(eKTHBHOCTH (MKCAIMH a30Ta, TOIAA Kak
AHAJIOTHYHBIX JAHHBIX ISl TOMOIJIYTATHOHA He mosydeHo. ITocKobKy s (hyHKUMOHHPOBAHUS KIyOeHbKa
HEeo0X0IuM 0aJIaHC B COOTHOMIEHUH IJIyTATHOHA M TOMOIJIYTATHOHA, NOBbILIEHHEe A30THHUKCAUMH 32 CYET
MOIM(UKAIMKA COJAEPKAHMA ITHX THOJIOB NMPEACTABJIAETCS HETPUBHAJBHOI 3anayeil. Bosee Toro, Heoo-
XOMMO YYHTHIBATH BJIMSIHME IPYTMX KOMIOHEHTOB AHTHOKCHIAHTHOW cucTembl. CiieiyeT OTMETHTb, YTO
B (D)YHKIMOHMPOBAHMH A30T(UKCUPYIOMIET0 KIyOeHbKA BAXKHYI0 POJIb UTPAIOT M AHTHOKCHAAHTHI PU300Mii
(C.W. Ribeiro ¢ coasr., 2015). B HacTosimeM 0030pe MbI pacCMOTpeJH OCHOBHbIE KOMIIOHEHTBI PacTH-
TeJIbHOI AHTHOKCHIAHTHOW CHCTeMbI B KiyOeHbKe. BoJiee riiy0okoe moHMMaHne MeXaHH3MOB ee (hyHKIMO-
HUPOBAHHUS HEOOXOAMMO IS MOBbIeHnA 3G(HEKTHBHOCTH OMOJIOTHIECKOH a30T(UKCALMH.

KioueBble cioBa: CHMOMOTHYECKMid KIyOeHEK, AHTHOKCHIAHTBI, OKHCJIUTEIbHO-BOCCTAHO-
BUTEJIbHBIA MOTEHIMAJ, TIyTATHOH, TOMOIJIyTATHOH, ACKOPOAT, ACKOPOAT-IJIyTATHOHOBDII MK, THOJIO-
Bbl€ MEPOKCHIA3bI, PEIOKCHHBI, CYNEPOKCHIANCMYTA3bI.

It hopMupoBaHus a30TGUKCUPYIOLIETO KIyOeHbKa HeoOXommma pea-
JIM3aLMs IBYX CHelr(pUUYecKUX IporpaMM pPa3BUTHSI, OJHA M3 KOTOPHIX OTBEYa-
eT 3a ero MopdoreHes, BTopas — 3a 00Opa3oBaHUe MH(PEKIIMOHHBIX HUTEH (Ty-
OYJISIpHBIX CTPYKTYP, HOCPEICTBOM KOTOPBIX pU300MM IIPOHMKAIOT BHYTPh KOpP-
Hs) (1, 2). B oTBeT Ha BblAeAeHUE OOOOBLIMU PACTEHUSIMU (PIABOHOUIOB PU30-
oun npoayupyioT Nod-(pakTopbl (JIMIIOXUTOOJIMIOCaXapuabl M3 OCTaTKOB N-
alIeTWIIIIOKO3aMIHA W XXUPHOM KUCJIOTHI pa3HOM IIMHBI M CTeIICHU HEHAChI-
LIEHHOCTH), KOTOphle BOCIpMHUMAaTCa LysM-penenTop-nogoOHBIMUA KHHA3a-
mu pacteHuil (3). Nod-gakTopbl 3amyckaloT o0e IporpaMMbl Pa3BUTHUSI, OTHAKO

* Pabota (uHaHcOBO mommepxana Poccuitckum Qounom dyHmrameHTanbHbix uccaenoanuii (No 14-04-00383) u
rpanToM [pesunenta PO mo mommepxke Beayuux HayuHbix wmikon (HII-6759.2016.4).
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IIJIST MX YCOEIIHON peain3allii HY>KHbI TOMOJIHUTEIbHbIE KOMITOHEHTHI (4).

OnDHOBpEMEHHO C pa3BUTUEM WHGEKIMOHHBIX HUTEH 3aKjaIbIBaeTCs
KJyOeHBKOBBIN MPUMOPIWIA, UTO CBSI3aHO ¢ MUTOTUYECKON peakTUBaLMeEl, ae-
nuddepeHIUPOBKOI 1 Tpoaudepanueil Kiaetok (5). B HegeTepMUHUPOBAHHBIX
KJIyOeHbKaxX, XapaKTepU3YIOLIMXCS HaJIMYMEeM CTaOWJIbHOW aluKaJlbHONW MeEpU-
CTeMbI, AeJIEHUs TPOMCXOAST BO BHYTPEHHEH Kope, 3HIOoAepMe KOpPHS U Mepu-
uukie (5). I[MpomomkurenbHoe (YHKUMOHUPOBAHUE MEPUCTEMBI, ObecreurBa-
Iolllell POCT U MOCTOSIHHOE OOHOBJIEHME a30T(UKCUpYIOIIeH TKaHU, BeleT K
¢dopMUpPOBaHUIO 30HAJILHOCTU. B HeaeTepMUHUPOBAHHOM KIyOEHBKE MOXKHO
BBIICJIUTh MEPUCTEMY, 30HBI MHGEKINN, a30ThUKCAIUy 1 cTapeHus (6). Jluib
OrpaHMYEHHOE YMCJIO 3BOJIIOLMOHHO MPOIBUHYTHIX O0OOBBIX pACTEHUI M3 TMOMI-
ceMeiicTBa MOThUIBKOBHIX (Papilionoideae), Tpud Trifolieae (xneBep, nouLepHa) U
Vicieae (ropox, Buka) ¢OpMUPYIOT HeAETEPMUHUPOBAHHbIE KIYOeHbKU. B TO ke
BpeMsl Y MHOTUX MOTBUILKOBEIX, HampuMmep y cou, ¢aconu (tpuda Phaseoleae) u
nsaBeHIa (Tpuba Lofeae), U3 KIETOK HapY:KHOW KOpbl 00pa3yloTcsl AeTepMUHM-
pOBaHHbIE KIYOCHBKU C MEPUCTEMOM, (PYHKIIMOHUPYIOLIEH OrpaHUYEHHOE Bpe-
Mg (6). Ilocne ee MCUE3HOBEHUS POCT KIYOeHbKAa M OOHOBJICHUE a30T(PUKCUPY-
Iolllell TKaHW TpeKpallalTcsl, B LIEHTPAJIbHON YacTU HE BBISBISICTCSI 30HANIb-
HocTb. MH(UIIMpOBaHHbBIE PU300MSIMU pPaCTUTEIbHbIE KJIETKUM KakK B HeIeTep-
MUHUPOBAHHBIX, TAK U B JETEPMUHUPOBAHHBIX KIYOeHbKAX MPOXOISIT HECKOJIb-
KO LIMKJIOB SHAOPEIYIUIMKAIIMU, YTO COMPOBOXKAAETCS 3HAYMUTEIbHBIM yBEIMYE-
HUEM UX pa3MepoB, B pPe3yJibTaTe Yero OHM CTAHOBSITCS CIIOCOOHBIMM K 3aIloi-
HEHHUI0 MHOrouMciaeHHbIMU Oaktepoumamu (7). JduddepeHunpoBka OakTepou-
JIOB B HeIEeTepMMUHUPOBAHHBIX KIyOEHbKaxX IpeacTaBliseT co0Oi IociemoBa-
TeJbHbIN Tpouecc (8), compoBoxaaeTcsl aMIUIMGUKaLMeid BCEro reHoMa U yBe-
JuyeHueM ux pasmepa. Ilpu 3TomM GakTepuu TepsIOT CHOCOOHOCTb K pa3MHO-
>KEHUI0, TO ecTh AuddepeHIMPOBKA HOCUT HEOOpaTUMbI XapakTep. bakrepou-
bl B IETEPMUHUPOBAHHBIX KIYOeHBbKAX COIOCTABUMbI CO CBOOOTHOXKVBYILIMMM
OGakTepusMu Mo KoamdecTBy reHomHoi JIHK, pasmepy KjieToK M cIOCOOHOCTU
K pa3sMHOXeHwHIo (9).

Takum oOpa3zoM, a3oTUKCUpYIOIIMEe KIyOeHbKU (OpMHMPYIOTCSI B pe-
3yJIbTaTe MHOIOCTyNeHYaToi nuddepeHIMPOBKH 000MX CUMOMOTUYECKUX MapT-
HepoB. Ha kaxmoM 13 3TUX 3TarnoB BaXKHYIO POJIb UTPAeT OKUCIUTEIbHO-BOCCTA-
HOBUTEJIbHBIN OanaHC KieTKu. B ero mommepxaHue B KJIyOeHbKE BOBJICYECHBI aK-
TiBHBIE opmbl Kuciaopoga (ADK) u azora (ADA), a Takke KOMIIOHEHTBI aHTH-
OKCHUIAHTHOM 3allIUThl PaCTUTEJIBHOTO U OaKTepHaIbHOIO MapTHEPOB.

[TpyHUMNMaTbHOE 3HAYeHME CHUCTEMbl aHTMOKCHIAHTHOM 3alllMThl 00Y-
CJIOBJICHO, C OIHOI CTOPOHBI, YYBCTBUTEIBHOCTBHIO OCHOBHOTO (hepMeHTa hbrKca-
LMK aTMOoc(epHOro azoTa, HUTPOIreHas3bl, K KUCJIOPOAY, C IPYroii — MHOIOYMC-
JIEHHBIMU TIpolleccamy, crocoocTByommMu obpasosannio ADK u ADA, B
a30TuUKCcUpylolux cuctemax. Tak, cuHTe3 cymnepokcun pagukana (O,") u me-
pokcuna Bomopona (H,O,) accommupoBaH ¢ BBICOKOM IbIXaTeJbHON aKTUBHO-
CTblO, HEOOXOmMMON Il moamepXaHus 3(PGheKTUBHON a30T¢hUKCcallMU, aBTO-
OKHUCJIEHMEM KHCIOpoAcoaepXKalux (GopM JIeTTeMorIoOMHa UM OKUCJICHUEM He-
KOTOPBIX OEJIKOB C CUJIbHBIM BOCCTAHOBUTEIbHBIM MOTEHIIMAIOM (HUTPOTeHA3bl,
deppenokcuHa, ruaporeHasbl). MoHookeua azota (NO) mpoayuupyercsl B UH-
(GULIMPOBAHHBIX KJIETKaxX (PYHKUIMOHUPYIOMIMX KITyoeHbKOB (10) HUTpaTpemykTa-
3aMM OaKTepuaabHOIO M pacTuTenbHOro mpoucxoxiaeHus (11, 12), a takke 3a
cuet pactutesnbHoil NO-cuHTa3zHo# aktuBHOCTH (13). ITepokcunurpur (ONOO")
MOXKET 00pa30BbIBATLCS MOCPEACTBOM peakiiu Mexny O, u NO. AHTUOKCUAAH-
Thl TIPEIOTBPALLIAIOT PA3BUTHE OKUCIUTEIBbHOIO M HUTPO3UPYIOIIETO CTPECCOB B
Ki1yoeHbKe, Momyaupys KoHueHTpamn ADK n ADA v TeM caMbIM TTO3BOJISIT UM
BBINOJIHATh pa3nyHble (PYHKIMM B MeTaboIM3Me, a TAKKEe B CUTHAJIbHBIX B3au-
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MOJENCTBUSAX, B TOM YHCIIe IIPU 00pa3oBaHNU KITyOeHLKOB (14-16).

IIpenoTBpalieHre OKHUCIUTEIBLHOIO CTpecca B PaCTUTEIbHBIX KJIETKax
obecrnieynBaeTCs KOMIUIEKCHBIM MexaHu3MoM. OT MpPOOKCHIAHTOB 3alllMILAIOT
MHOTOUMCJICHHbIE (bepPMEHTBI, TaKhe KaK acKopOaTmepoKcuaasa, NIyTaTUOHIIe-
pokcupasa (glutathione peroxidase, Gpx), Karajiasza, MepOKCUPEOOKCUH (perox-
iredoxin, Prx) u cynepokcupaucmyrasza (superoxide dismutase, SOD). Pemokc-
KOHTPOJIb aKTUBHOCTU OEJIKOB OCYILECTBIISIIOT TUOpeAoKcuH (thioredoxin, Trx) u
rnyrapenokcuH (glutaredoxin, Grx) (17, 18). HedepMeHTaTUBHBIE MOJEKYJIbI,
CMOCOOHBIE BBICTYIATh B KAYECTBE IPSIMbIX aHTUOKCUAAHTOB, PEryJIUpPYIOT OKHUC-
JINTEJIbHO-BOCCTAHOBUTEIbHBINM MOTEHLIMAN KJIETKHU, BIMSISI HA CUTHAJbHbIE Kac-
Kazbl, KJETOUYHBIN LMKJ, CUHTE3 pa3MyHbIX METAa0OJUTOB. B oTinuMe OT Xu-
BOTHBIX KJIETOK, IJI¢ OCHOBHBbIM He(epMEHTAaTUBHBLIM aHTUOKCUIAAHTOM CIIY>KUT
rnytatioH (glutathione, GSH), y pacteHuii (yHKIIMIO BOCCTAHOBJIEHUSI MEPOK-
cuja Bogopoaa OepeT Ha cebst ackopouHoBas kuciora (ascorbate, ASC). OgHa-
ko GSH BbINOJHSET 30eCh PsII YHUKAIbHBIX (PYHKUMHA, HE TMO3BOJISIOIIMX 3a-
MEHUTH €ro IPYTMM THOJOM MM aHTHoKcugaHToM (19-21).

B npouiecce craHoBiaeHUS CUMOKMO3a MUKPOCUMOMOHTBI TaKXe TOJIKHBI
CIPABISITECS C TOCTOSHHO KoJieOmomumMes conepkanneM ADPK n ADA. Puso-
OMY UCIIOJIB3YIOT Pa3jIMYHbIe CTpaTeruy, YTOObl MOMYJIMPOBATh KOJIMYECTBO BTUX
MOJIEKYJI, B TOM 4YMCJIe UHTMOMpOBaHUE WX CHHTE3a U JETOKCUKAIIMIO, a TaKXKe
peryavMpoBaHUe aKTMBHOCTU CBoMX (epMeHTOB (15). Bo BpeMsl KoJoHM3aLMU U
OakTepuanbHON nUddepeHINPOBKU HEOOXoAMMa claxkeHHass paboTa aHTUOKCU-
JAHTHBIX CUCTeM IapTHEPOB Ul 3alycKa CUTHaJbHOIO Kackajaa, aKTUBMPYEMOIO
A®K u ADA. Ot s10r0 6ajaHca 3aBUCUT HE TOJBKO YCIICIIHOE pa3BUTHE, HO U
JajbHeiiee (PyHKIIMOHMpoBaHUe KiybeHbKa. ITokasaHo, uro AMK yyacTByior
TakxXe B Mpolieccax CTapeHUss MUKPO- U MaKpocUMOUoHTa (22-25).

Llenbto HacTosiliero 063opa cTajio 00O0OIIEHWE COBPEMEHHBIX IPENCTaB-
JIeHUIi 0 paboTe pacTUTEJbHOM aHTMOKCUIAHTHOM CHCTEMbl Ha pa3IMYHbIX 3Ta-
Max CTaHOBJIEHUSI M Pa3BUTHsI 60O0BO-PU300MAIBHOTO CMMOMO03a, OMUMCAHUE HO-
BbIX KOMIIOHEHTOB 3TOi cucTeMbl. Oco00e BHUMaHME YIAEICHO BBISIBIEHHBIM K
HACTOALLEMY MOMEHTY PA3IMYMAM B (DYHKLIMSIX [IIYTaTUOHA ¥ TOMOIIYTAaTHOHA.

HedepmeHnTaTuBHble aHTUOKcHIaHTHL. [lonoxurenbHas Koppe-
nsuus mexny cogepxkanueM GSH u ASC, akTUBHOCTBIO (pepMEHTOB, y4acTBY-
IOIIUX B acKOpOaT-TJIyTaTUOHOBOM IIMKJe, U 3(PHeKTUBHOCTbIO (DMKCALMU a30-
Ta B KJIyOeHbKax ITO3BOJIMJIA TIPEAMNOJOXUTh BaxKHOCTb 3TUX AHTHMOKCHIAHTOB
I a30TUKcupylolero cumorosa (14, 23, 26-29).

(fomo)eanymamuon. Tuonoseiii Ttpunentung GSH — BomopacTBOpUMBI
AHTUOKCUAAHT U OKUCJIUTEIbHO-BOCCTAHOBUTEIbHBINA Oy(ep pacTeHuii, BoBje-
YEeHHBIN B MPOLECCHl PEryISLUMY KJIETOYHOIO LMKJIA U Pa3BUTHS, B TPAHCIIOPT U
XpaHEHUE Cepbl, B PeaKllMd Ha CTPecC M JETOKCUKALMIO TSDKEIbIX METaJIoB
(30). I'nyTtaThoOH cyllecTBYeT B KJETKE B JBYX OCHOBHBIX CTAOMJIbHBIX (hOpMax:
BoccTtaHoBlIeHHOM GSH M oKuciaeHHOM, MpeacTaBiasiolieii coboil AUCYIbpU
(glutathione disulfide, GSSG). B onTuManbHbIX YCIOBUSIX COOTHOLIEHUE BOCCTA-
HoBieHHON U okuciaeHHoil opM GSH:GSSG B GONBLIMHCTBE KIIETOUHBIX KOM-
MapTMEHTOB pacTeHMs JOBOJIBHO BbicOKOe. CyOoNnTUMaibHbIe BHEIIHUE YCIOBUS
MPUBOISIT K CABUTY 3TOIO COOTHOILUEHHUs 3a cueT HakorieHuss GSSG, uro Moxer
BbI3bIBaTh M3MEHEHUs B BOCIPUSITUU WM Tiepelaye CTPECCOBBIX CUTHalIoB. B
OTJIMYME OT MHOTMX APYrux pemokc-map (Hampumep, NADPT/NADPH), B ciy-
yae GSH u GSSG oxkucnautenbHO-BoccTaHOBUTENbHBIN noTeHuuan GSH 3aBu-
CUT HE TOJIbKO OT M3MEHEHUSI COOTHOILLIEHUS 3TUX (POPM, HO U OT abCONIOTHOM
koHueHtpauun GSH. Tak, maxe ecnu 3HaueHue GSH:GSSG ocraercst Heus-
MEHHBIM, YMeHbIlIeHUe KoHIeHTpauuu GSH mpuBoauT K yBeJTUUYEHUIO OKMCIU-
TeJIbHO-BOCCTAHOBUTEIbHOrO noTeHuana (31).
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Cunte3 GSH Bxmiouaer nBe AT®-3aBucumblie ctamuu. [lepBas auMu-
TUpYIOLIas peakiusi oopazoBaHus y-Inmy-Lluc u3 miyramata u LMcTeMHa KaTa-
JIM3UpPYeTCsl y-IIyTaMUILMCTEMHCUHTeTa30i (y-glutamylcysteine synthase, y-ECS),
Kotopas Konupyercs reHoM GSHI. Bropas cranus cuntesa GSH u3 y-I'nmy-Luc u
MIMLMHA KaTaJu3upyeTcsl TayTaTuoHcuHTeTaszol (glutathione synthetase, GSHS;
reH GSHS). ¥ npencraButeneii cemeiictBa Fabaceae obHapyxeH romonor GSH —
romorayratioH (homoglutathione, hGSH), y KoToporo riviiMH 3aMeHeH Ha [-
amanuH (27, 32, 33). Cunre3 hGSH ocyuecTBaseT roMornyraTMOHCUHTETa3a
(homoglutathione synthetase, hGSHS), komupyemast reHom AGSHS. MyrtaHT
Arabidopsis, HokayTupoBaHHbII 10 TeHy GSHI, netaieH Ha craguu 3MOpPUOHA
(34), no reny GSHS — Ha craguu mnpopoctka (35). MccnemoBaHus mMeromaMu
BHYTPUKJIETOYHOTO (PpaKIIMOHUPOBAHUS U MMMYHOJIOKAIM3ALUUU B KITYOeHbKaxX
nokaszanu, uyto y-ECS Haxomutcsi B mactumax, B To Bpemsi kak GSHS wu
hGSHS — mnpeumyinectBeHHO B 1mrto3oje (36, 37). OmHako OO0 CHMX TMOp He
ObLIM TMOJYyYeHbl MYTaHTbl OOOOBBIX, HOKAyTUPOBAHHbIE TOJBKO MO OAHOMY U3
reHoB — AGSHS viu GSHS, 4To MO3BOJMIO Obl ONpPEAEIUTh CTeIIeHb B3aMMO-
3aMEHSIEMOCTH 3TUX THUOJIOB M, BOBMOXHO, Pa3IMuus B UX QYHKLMIX.

CymectBeHHast ponb GSH u (unmu) hGSH B kinyGeHbKOOOpa3zoBaHUU
Obl1a MPOAEMOHCTpUpOBaHa s JtouepHbl (Medicago truncatula) ¢ vcnonb3o-
BaHUEM AHTUCMBICIOBBIX KOHCTpYyKUuit K GSHS u hGSHS, a Takke TpaH-
CKPUIITOMHOIO aHajau3a pacTeHuil ¢ moHwXeHHbIM copepxaHueM (h)GSH B
pesynbrate o0pabotku L-OyrnoHuH-[S-R]-cynbpokcuMuHoOM, crienupuiyecKu
nHruoupyromum ouocunre3 (h)GSH. Ha HauanbHBIX cTagusx KiyoeHbKOOOpa-
30BaHUsI y PACTEHUIl C MOHMXKEHHBIM CHUHTE30M OOOMX THOJIOB HAOJI0dal0Ch
YBEJIWYEHUE CTENEeHU SKCIPECCUU TEHOB, PEryIMpyeMbIX CAIMIUIOBON KUCIIO-
Toii (38). AKTHUBaALMSI TUX T€HOB, BEPOSTHO, OMOCPEAOBAHA PEIOKC-YYBCTBU-
tenbHbIM OenkoM NPRI1, mogaBasiomuM aedopMaliio KOPHEBBIX BOJIOCKOB U
aKcnpeccuio HonynuHoB. HeaktuBHbIM NPRI1 mokanusyercs B LMTOILIa3ME U
MpeacTaBisieT co0oil oIUMroMepHyto (opMy, 00pa3yoILyIocs 3a CUeT peakLUu ¢
S-HutposorayratuoHoM. MoHomepuszauuss NPRI1, katanusupyemass Trx, ne-
MACKUpPYeT CUTHAJIbHBII MOTUB SAEPHOM JIOKAIM3ALMM, MO3BOJISISI STOMY OEJIKY
TPaHCIIOPTUPOBATBCS B SIAPO, IIe OH B3aUMOMAEMCTBYET C PEelIOKC-UYBCTBUTEb-
HBIMU TPAHCKPUMLIMOHHLIMU (akTopamu (39). CraemoBaTesIbHO, Ha paHHUX 3Ta-
Mmax B3aMMOIEMCTBUS HEOOXOAMMBIM YCJIOBMEM CTAHOBMTCS HalU4yue OIpeie-
nenHoro nyna (h)GSH B pacTuTenbHbIX KJIEeTKAaX O WHICMOMPOBAHUSI Cajlu-
HWIAT-UHAYLIMPYEMbIX 3alllUTHBIX MEXaHHU3MOB U KOJIOHM3ALUUU PU300USIMU
pacteHus-xo3auHa (40). Cauxkenue cunresa (h)GSH 3ameTHO cokpailiano yuc-
JIO KJIIyOeHBKOB U CHUXKAJI0 3KCIPECCUIO0 TeHOB paHHUX HOmAynuHoB MtENODI12
u MtENOD40, xotopbie clyXaT TeHHbIMM MapkKepamMu (PpOpMHUpOBAHUSA KITy-
OeHbKOB. B TO Xe Bpems Kak B KOHTpPOJiE, TaK U B PACTEHUSIX CO CHUKEHHBIM
colep:KaHMeM THUOJIOB He HabIoAaloch U3MEHEHUH B KOJIUYECTBE CAWTOB MH-
¢eKMU B KOPHSX, YTO MOATBEPXKIAIOCH CXOMHOM CTEMEeHbI0 3KCIPEeCcCUU Map-
KEpPHOro reHa MH(GEKIIMOHHOTO Mpouecca Ripl.

HMHurubupoBanue mnpoiuecca ¢GopMUpPOBaHUS KIyOEHbKOB COIPOBOXKIA-
JIOCh YMeHblIeHUEM uucia 00KoBbix KopHeiil (41). Beuio mokazano, uro GSH
HeoOXOAuM JJI AeIeHUSI KJIETOK B KOHUMKE KOpHS (42), a ero KOJUYeCTBO pe-
ryndpyeT mepexon Kiaerok u3 G- B S-dazy kietouHoro umkia. IlepemerneHue
GSH B sagpo B ¢azy G| CUIbHO BIUSIET HAa OKUCIUTEIbHO-BOCCTAHOBUTEIHLHOE
COCTOSIHHME LIMTOILIa3Mbl M 9KCIPECCUIO PElOKC-YyBCTBUTENbHbIX TeHOB. Ilocne-
Iyiolliee yBeJMyeHre TOTaabHOro KietouyHoro myjna GSH Bblle ypoBHs, HaOJtO-
naemoro B Gy, HEOOXOAMMO ISl TIPOABVKEHUST KIETKU K S-paze nukia (43, 44).
BepositHo, umMenHo GSH cTumynupyer MepuUCTeMAaTUYEeCKYyl0 aKTMBHOCTb U B
KJIyOeHbKax, 4YTO KOppeaupyeT ¢ MakcMMyMoM KoHueHTpauuu GSH B kiy-
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OeHbKe B MepucTteMe W 30He MHpekuuu (45). Bo3aMoxHO, 4TO B 30HE UH(pEK-
uun aykryauuu nyina GSH B uuToruiasMe U sape MOTYT peryaMpoBaTh MOBTO-
psIoliMecsl payHIbl SHAOPEAYIUIMKAUMM MHGUIMPOBAHHBIX KJIETOK, a TaKXke
HeobOpaTumylo 1udGepeHLIMPOBKY 0aKTEPOUIOB.

C uCronb30BaHMEM CIEeLU(PUUHOTO IJIs 30HbI a30T(PUKCALUU KITyOeHb-
Ka MpoMOTOpa reHa, Koaupyouero nucrenH-oorarelii nentua (NCRO001), Oblna
nccnenosana poab (h)GSH B 3penbix kinybeHnbkax M. truncatula (46). Tlokasa-
HO, 4TO cBepxakcipeccusi GSHI B 30He a3oTduKcaluu MPUBOIMIA K YBeIUye-
Huwo coaepxanusgs GSH, Ho He hGSH, uyTo KOppeaupoBaio C IOBBILIEHUEM
apdexkTuBHOCTH puKcauuu azora. CHuXeHUe sKcrpeccuu reHa GSHI ¢ mo-
moiblo PHK-uHTEepdepeHIMM NpUBOAWUIO K YMEHbIIEHUIO 3(P(PeKTUBHOCTU
¢ukcauun azora, copepxaHusi (h)GSH, pasmepa KiayOeHBKOB M 3KCIIPECCUU
reHoB TrxS1 (xomupyet Trx) u LEG (KoaupyeT nerreMorioduH). B Takux kiy-
OeHbKaX KOJMYECTBO TPAHCKPUIITOB reHa GSHS pe3Ko IMOBBIIAIOCH M0 CpaBHE-
HUIO C KOHTpOJIEM, B TO BpeMsl KakK sKcIpeccusi reHa AGSHS He u3MeHsIach.
HepasHo ObL10 mokazaHo, uto 7TixS/ kKoHTpoaupyeT auddepeHIupoBKY OakTe-
POMIOB Yepe3 OKUCIUTEIbHO-BOCCTAHOBUTEIBHOE COCTOSIHUE ILIMCTEHMH-00raToro
nentuga NCR335 (47). IIpu aHanu3e mpoCTPaHCTBEHHOM JIOKATM3allUU TpaH-
CKpUIITOB 3Kcmpeccust reHa GSHI HaGmomalack B MepucTeMe, 30He MHMeKIUn
U Hauaje 30HBI a3oTdukcauuu, AGSHS — B Kope W MOPOBOASIIMX ITy4yKax,
GSHS — B KOpe U 30HE a30T(UKCALMU. DTO CIYXKUT ellle OMHUM MOATBEpXKIe-
HueM BaxkHoi posu GSH nis ¢pyHKIIMOHMPOBAHMSI MEPUCTEMATUUYECKUX U a30T-
(GUKCUpYIOLINX KIeTOK U Iud@epeHIIUPOBKU KIETOK B 30He MHMekunu. Takke
BEPOSITHO, UTO B KJIETKaxX KOpbl 00a THMOJAa WUrparoT BaXHYIO POJIb B IOAIEpXKa-
HWUK KHACJIOPOJHOTO OGaphepa KiryoeHbKa (46).

Ha 73 Bumax, mpeacTtaBistioliux 3 IMoAceMelCcTBa, ObLIO M3YyYeHO pac-
npoctpaneHue (h)GSH B cemeiictBe Fabaceae (48). IlokazaHo, uro hGSH ot-
CYTCTBYET y mpelcTaBuTteneil moacemeiicts Caesalpinioideae, BcTpedaeTcs: y IBYX
BUAOB Mimosoideae, a B monceMeiictBe Papilionoideae mpuUCyTCTBYeT y IpeacTa-
Buteneit knagsl Craporo Ceta. (h)GSH xapakrepuzoBanuch TKaHecneupui-
HbeIM pacnpeaeienueM. Conepxanve hGSH yaiiie Bcero ObUIO BBILLE B JIMCThSIX
u kopHsx, GSH — B ceMeHax, 4To MOXeT OTpaxaTb pa3HUIY B (DYHKLMSIX
00oux THOJOB. B TO e BpeMs y BUIOB, (hOPMUPYIOIIMX U HEe (HOPMUPYIOLIUX
a3oTuKcUpylolme KiyoeHbkH, pacrpeneneHue hGSH He pasznuuanoch, TO eCTb
HakoruieHrue hGSH B KopHsX He CBSI3aHO ¢ KIyOeHbKOOOpa3zoBaHueM (48).

Panee npu uzyuenuu M. sativa Obino nokasaHo, uro GSH accouuupoBan
C MEpPUCTEMaTUYECKUMU KJIETKaMU, aKTUBALMEN KJIETOYHOTO LIMKJIa U UHIYKLM-
el comaThyeckoro amopuoreHesa, Torna kKak hGSH — ¢ nuddepeHumupoBaHHbI-
MM KJIeTKaMu U nposvdepauueit amopuoHa. Tak, cootHoueHrne hGSH:GSH oka-
3JI0Ch CaMbIM HM3KMM B KOPHEBOW MepHUCTeMe M HauOOJbIIUM — B ITOJHOCTbIO
nuddepeHIMPOBAHHBIX OpraHax (3pesible JMCTbS M 30HA PACTSDKEHUSI KOPHSI).
IIpeanonaranock, uro nameHeHus: B hGSH/GSH mnpoucxonmsat Bo BpeMs ne-
IuddepeHIUPOBKU U (MIM) aKTUBALMM KJIETOYHOTO LIMKJIA, YTO IPUBOAUT K
nepexonay ot auddepeHIUpPOBaHHBIX KJIeTOK K mensiuumcs (49). Kak yxe oT-
MEYaJoCh, UMEHHO 3TU IPOLIECCHl 3aIyCKAIOTCsl MPU 00pa3oBaHUM KIIyOEHbKO-
Boro mpumopnus. ¥ M. sativa B ¢popMUpyeMbIX KiyOeHbKax (IO CpaBHEHUIO C
JUCTBIMU U KOpHIMU) GSH cTaHOBUTCSI OCHOBHBIM TUOJIbHBIM COEIVHEHUEM.
IIpy aTOM M3MEHEHMSI COOTHOIIEHMSI TUOJOB OOpPaTUMBbI: B KYJIbTYpE KJIETOK
Mocje pa3BUTHUS COMaTUYECKUX SMOPUMOHOB U IU((GepeHIMPOBKU COOTHOLIEHNE
hGSH:GSH cHoBa yBennumBanaoch, a B KiaybeHbkax comepxxanue hGSH pocno
no Mepe auddepeHIUPOBKU TKaHeil (45). BeposTHO, J0KalbHble M3MEHEHMUSI
KOJIMYecTBa (DUTOTOPMOHOB, CBSI3aHHBIE C MpOrpaMMaMU Pa3BUTHS U (W) BIU-
SIHUEM OKpYXKalolllel cpelbl, MOTYT peryJupoBaTh aKcnpeccuto AGSHS nim ak-
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tuBHOCTb GSHS U, ciemoBatenbHO, MPUBOAUTL K HAOIIOAAEMbIM 3aKOHOMEP-
HocTaM pacnpeaeneuus hGSH u GSH.

JlericTBUTEIbHO, 3Kcrpeccust reHoB GSHS u hGSHS He TONBKO CUIBLHO
BapbUpyeT B 3aBHCUMOCTM OT BHUaa OOOOBOTO pacTeHMs M TKaHM, HO U MO-
pa3sHOMY peryjJupyeTrcsl B OTBET Ha pa3jIMUHble CUTHAJIbHbBIE MOJIEKYJbl WIM
crpeccoBble ycnoBusi. Hanpumep, y M. truncatula sxkcnpeccuss hGSHS Moxet
OBITh JETEKTUPOBaHA B KOPHSX M KiybeHbKaX, GSHS — BO Bcex TKaHSAX pacTe-
Hus (50). Ilpu satom B KopHsIX M. truncatula sxcnipeccus GSHI v GSHS, Ho He
hGSHS vunyuupyetcst okucbio azora (51). Y nansenua (Lotus japonicus) GSHS
oOHapyXuBaeTcsl TOJbKO B KiayoeHbKax, a hGSHS — Takke B IUCTBSIX U KOp-
Hax (33). B kopusix L. japonicus GSHS akTuBUpyeTcsl ayKCMHAMU, LIUTOKWUHM-
HaMU U TOJIMaMMHAaMM, Torga Kak akcrpeccust AGSHS ocrtaercsi HeM3MEHHOM
(14). Ilpu moGaBieHUM 3K30I€HHOTO MEePOKCHUIA BOAOPOJAa B KIIyOeHbKax dacosu
yBeInuuBanach skcrnpeccus reHoB GSHI u hGSHS, B To Bpemsa kak CdCl,, NaCl
WIM XKaCMOHOBasl KMCJIOTa He BhI3bIBAIM TaKoro addekra (52). I1pu aaurenbHOM
o0paboTke xjmopuaoM Kaamus MytaHTta ropoxa (Pisum sativum) SGECA! (53),
YCTOMYMBOIO K KaaMUIO, HAOMIOMal0Ch HEOOJbIIOE CHIXKEHUE DKCIIPECCUU Te-
HoB GSHI u GSHS, Torga kak skcrnpeccuss AGSHS yBenuuuBanach B KOPHSIX
pacTeHuid KaKk MYTaHTHOTO, TaK U AUKOro ¢peHoTuna tuma (54). AHaIu3 MOIy-
YEHHBIX JAHHBLIX MO3BOJUJ TMPEANOJOXUTh HAIMYME CIEHUPUIECKUX LIuC-
PETYISTOPHBIX 3JIEMEHTOB B MPOMOTOpHON obmactu GSHS n hGSHS n (unn)
pa3IUYHEIE PeTYIITOpHbBIE MeXaHU3MBbI 1151 TeHoB GSHS u hGSHS (14).

CuHeprusM (pUTOrOPMOHOB M OKUCIUTEIBHOTO CTpecca UIPaeT BaKHYIO
pOJIb B KOHTpOJIe pocTa U pa3Butus pacteHuii (55), a GSH u hGSH moryr ormo-
CpeooBaTh TaKOM KOHTPOJb Y 0000BbIX. KiyGeHbKOOOpazoBaHME — 3HEpProsa-
TpaTHbI Tpouecc. MHTerpaimsa mMeTadoaM3Ma OKUCIMTEILHOIO cTpecca M Kile-
TOYHOTO LIMKJIA TO3BOJISIET U30eKaTh HEeXeIaTeIbHOTO pacxoaa SHEPIuu, OTIESIST
3aIIUTHBIE MEXaHU3MBbI OT MPOLECCOB AeJeHMS U TU(hDEepeHIIMPOBKU KIIETOK.

Taxkum oOpaszom, BeigBiaeHa BaxHast poab (h)GSH B pasButuu u ¢GyHK-
LIMOHVPOBAHUM CUMOMOTUYECKUX KIyOeHbKOB. TeM He MeHee, ocTaeTcsl Heao-
CTaToyHo u3ydyeHHO# cneuucpuuHocth aeiictBusd GSH m hGSH B pasmmiuHbIx
TKaHSIX KIyOeHbKa M Ha pa3HbIX CTamusX €ro pa3BuTUs. MHoOrue JaHHbIE TOJY-
YyeHbl Ha OCHOBE aHaJM3a €IWHUYHBIX BUAOB pacteHuil. Kpome Toro, cyiie-
CTBEHHAasl pa3HUla HaOMIOmaeTCsl MeXIy BUIaMM, (DOPMUPYIOIIUMU HeIeTepMU-
HUpoBaHHBIe (Ta01. 1) ¥ JeTepMUHUPOBAHHBIE (TA0J. 2) KIIyOSHBKMU.

1. Cunre3 u pacnpeaeienue rayratuoHa GSH u romorayratuona (h)GSH B opra-
HAX M TKAHAX KIyOeHbKa y 0000BBIX pacTeHHii, (hOPMHPYIONIMX HEIXETEPMHHHPO-
BaHHbIe KiyOenbku (36, 45, 46, 48, 50, 89)

- KnybeHbku

MOJI, TCH,

CbepM’eHT > |CemenalJIuctbst| KopHu f—— SOHBI K nn

MO [map]i+n] A | ¢
PacnpeneneHue THOJTOB

GSH + + + + ? ? +a +a +a ? ?

hGSH -1 -1 +2 +2 ? ? +a +a +a ? ?
DKcmpeccHussi TEHOB THOJOBOTO CMHTE3a U JOKAalM3alUusd TPAaHCKPUINTOB

GSHI1 ? + + + +a +a ? +a ? —* +a

GSHS ? + + + +a +a ? +a ? +a +a

hGSHS ? + + + +a —* ? +a ? +a +a

AKTUBHOCTh GEpMEHTOB THOJOBOIO CHMHTE3a

y-ECS ? + + + ? ? +a +a +a ? ?

GSHS ? + + + ? ? +a +a +a ? ?

hGSHS ? - + +2 ? ? +a +a +a ? ?

IIpumeyanue. M — mepucrema, I — 30Ha undekmm, A — 3oHa azordukcauuu, C — 30Ha crapenusi, K —

kopa, I1I1 — mpoBonsiIKe IMyYKH; «+» — NETEKTUPYETCSH, «—» — HE JETEKTHPYeTcs, «?» — HeT JaHHbIX, | — Mo-

KT MPUCYTCTBOBATDL B CIIEJOBBIX KONTMYECTBAX MM ObITh OCHOBHLIM THOIOM y BUIOB U3 TpuOwl Trifolieae, 2 — e
obHapyxeH y Vicia faba v Lupinus albus, @ — naHHble TIOJyYeHBI AJIS1 PaCTeHMI TOJIHKO OfHOro Buma. OnucaHue
reHOB ¥ (epPMEHTOB CM. B TEKCTE CTaTbhH.
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2. Cunre3 u pacnpenenenue riayratuona GSH m romorayraruona (h)GSH B opra-
HAaX M TKaHSX KJIyOeHbKa Y 0000BbIX pacTeHuii, (popMHUPYIOIIMX AeTePMHUHHUPOBAH-
Hble Kiayoenbkn (27, 36, 45, 48, 89, 91)

Tuon, reH, Kny6enbku
Cemena | Jluctbsa [KopHy
(epmeHT OK [ AT | K |Jnoon | ol o] M B
PacnpeneneHue THOJTOB

GSH +/- -2 +/-2 +1,2 +a +a ? +a ? +a +a
hGSH + +2 + + +a +a ? +a ? +a +2,a

DKcmpeccHussi TEHOB THOJOBOTO CMHTE3a U JOKAalM3alUusd TPAaHCKPUITOB
GSHI1 ? +a +a +a ? ? ? ? ? ? ?
GSHS ? +a +a +a ? ? ? ? ? ? ?
hGSHS ? +a +a +a ? ? ? ? ? ? ?

AKTUBHOCTh GEepMEHTOB THOJOBOIO CHMHTE3a

vy-ECS ? ? ? + + + ? +/- + -2 +
GSHS ? -2 + +3 + + ? -2 +4 -2 +
hGSHS ? +2 + +2 + + ? +2 - - -
NMpumeuanune LK — nensii kiybenek, AT — aszordukcupyiomas Tkanb, K — kopa, IN1I1 — mposonsume
nyuku, LI — uwurozons, I1 — rutactuabsl, M — mutoxonmpuu, b — GakTepounabl; «+» — IETEKTUPYETCS, «—» —
HE JETEKTUDPYETCsl, «+/—» — CJIeIOoBble KOIMYECTBa, «?» — HeT JaHHbIX. | — GSH 6akTepuarbHOTO MPOMCXOXIE-

Hus, 2 — uckmodenue Vigna unguiculata, 3 — vckmovenue Vigna radiata, # — KoHTaMuHauMs U3 GaKTEPOMIOB, & —
JIaHHbIE MOJTYYEHBI Ul PACTEHUIi TOJIBKO OAHOro Buaa. OnucaHue reHoB U ()ePMEHTOB CM. B TEKCTE CTaTbU.

3. Cunre3 u pacnpeneienue riyratuona GSH Pazmmunss  umelorea  u
u romorayratuona (h)GSH B opranax u mu- MEXIY  BUIAMU, 00pasyioLmmMn
ToXonnpusax y Vigna unguiculata, dopmupylo- OIMH THUIl KIIYOEHBKOB (CM. TaOJL
1eii JeTepMUHIPOBAHHbIE KiIyOeHbKH (36, 45) 2, 3). TeM He MeHee, MOXHO 3a-

Trion METUTb HEKOTOPbIE TEHICHLIWH.
i Jluctbs | Kopum |KirybeHbKM |MUTOXOHAPUU

depmeHT] TaK, HEACTCPMMUHUPOBAHHLIC KITYy-
s [; acmpexeienue Tuonon , 6eHpkr 00bIHO comepxkat GSH

hGSH - + +/- ? KaK OCHOBHOWM PacTBOPUMBIN TPU-
AKTUBHOCTh GEpMEHTOB THOJOBOTO CUHTE3a MNenTUI, TOrga Kak hGSH — ua-

vy-ECS ? ? + + .

GSHS + + + + uobosee pacrIpoCTpaHCHHbIM TpU-

hGSHS - + - - MEeNTUI B AETEPMUHUPOBAHHBIX
[IpumMeyaHnue. «<t» — IETEKTUPYETCs, «—» — HE NETEKTH- 6 45

pyetcsl, «+/—» — cieqoBble KOJIMYECTBA, «?» — HET NaHHBIX. KIIyOCHbKaX ( )

OnucaHue ¢GepMEHTOB CM. B TEKCTE CTaTbu. ACKOp5LIH06‘aﬂ Kucaoma.

OTO MOILHbII BOAOPACTBOPUMBII
AHTUOKCUIAHT, NEHCTBYIOIIMI HAIPsIMYIO U KaK 4acTb acKopOaT-IiyTaTUOHOBOIO
mvkia. OHa TMPUCYTCTBYET B KOHLEeHTpauuu 1-2 MM B kiybeHbkax (56), 5-
25 MM — B nucthsax u 25-50 MM — B xsoporacrax (57), 4To cornacyercsl ¢
€€ MHOTOYMCJIEHHbIMU BaXHBIMU (QYHKLMSIMU. OKUCIUTEIbHO-BOCCTAHOBUTEIIb-
Hoe cocTosiHue ASC (ASC + peruapoackopOMHOBAsI KMCIOTA) peryaupyer Kie-
TOYHBINA LMK (58), UrpaeT BaxKHYIO POJib B BOCHPHUSITUM CTPECCOBBIX CUTHAJIOB
B aloruiacTe M MX mnepegaye B uuroruiazmy. ASC TakxKe CIYXXUT KOCYyOCTpaToM
IIJIT HECKOJIbKMX TUOKCHMIEHA3, YYaCTBYIOIIMX B TMAPOKCUJIMPOBAHUU MPOJIMHA
1 OMoCcHUHTe3e (DIAaBOHOUIOB U TOPMOHOB — 3TUJIEHA, TMOOEpesI0OBOM U aOCLIM-
30B0i KucIOT (59). BaxxHoctb ASC 11l pacTeHMI MOATBEPXKIAETCS OTCYTCTBU-
€M M3BECTHBIX MYTAaHTOB, ITOJHOCTBIO AedekTHhIX mo cuHTe3dy ASC (60). ASC
CHHTE3UpYeTCsl IJIaBHBIM 00pa3oM uepe3 D-MaHHO3HBIN/L-ragakro3Hblil MyTh
CMupHOBa-Yuiiepa, BKIIOYAIOIIUMIA MHOTOYMCICHHbIE M CJIOXHBIE IOCeIOoBa-
TeJbHbIe (hepMEHTATUBHbIE peakliuy, U3 KOTOPBIX 3aBepllarollias KaTaau3upy-
€TCsI MUTOXOHIPUAIBbHOM L-ramakToHo-1,4-1aKkToH geruaporeHasoit (61).

IIpu uccnemoBaHUM KIIyOEHBKOB P. sativum OBLIO IIOKAa3aHO, YTO C BO3-
pactoM coaepxxaHue ASC B HUX MamaeT, IMpu 3TOM KOPpeaupysl ¢ yMEHbIIEHU-
em konmuyectBa GSH u HutporeHaszHol aktuBHocTH (23). [Ipeamnonaraiock, 4To
ASC He cuHTe3upyeTcsl de novo B KiIyOeHbKax, a UMIIOPTUPYETCS U3 MOOEron
WIM KOpHEH depe3 MpoOBOISIIYI0 cuctemy (23), HO mo3aHee ObLIO ITOKA3aHO,
YTO B KJIyOeHbKax L. japonicus 3KCIPEeCCUPYIOTCS TeHbl, Koaupylolue hepMeH-
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Thl OuocuHTe3a ASC, Bkmouas reH GallLDH, xomupywomuii L-ramakroHo-1,4-
JIAKTOH JETHAPOTeHAa3y. AKTUBHBIA (DepMEHT JIOKAIM3YETCSI B MUTOXOHIPUSIX
dacomu (Phaseolus vulgaris). Tlpu ucciegoBaHUM KITyOEHBKOB YETHIPEX BMIOB
0000BbIX — JtoLepHbl (M. sativa), ropoxa (P. sativum), daconu (P. vulgaris) n
nsnseHua (L. japonicus) ObUIa BBISIBJICHA MOBBIIICHHAS aKTUBHOCTh L-TajakToHO-
1,4-1aKTOH IervaporeHas3bl U LIMTO30JbHOM acKopOaTIepOKCUIA3bl, HO ITOHU-
xeHHoe coaepxkaHue ASC B KiyGeHbKaxX 10 CPAaBHEHUIO C IPYIMMM YacTSIMU
pacrennii (62). C ucnons3oBanueM FISH mokazano, yto MPHK Gal/LDH tmipe-
HMMYIIECTBEHHO JIOKAJIM3YeTCs B KJIETKaX U3 30HBI a30T(GUKCALMKU B KIyOeHbKaX
M. sativa n B a30T(OUKCUPYIOIIMX KJIeTKAX LIEHTPAJIBHOM YacTh KiIyoeHbKa y L. jap-
onicus. B 9TMX KJIeTKax Takxke OTMeYald MaKCHMaJbHOe comep:xkaHue L-ramak-
ToHO-1,4-nmaktoH neruaporeHassl 1 ASC. B To xxe BpeMsi akTUBHOCTb (hbepMeHTa
OblIa OOMHAKOBa B anekce (MepucTeMe M 30He MH(MEKIMM) U 30He a30T¢hHUKCa-
LMK IIpU pa3mnuusx B KommuectBe MPHK, uto yka3piBaeT Ha IOCTTpaHCISILIM-
OHHYIO peryasIuio (62). O HaIWYUKA MOCTTPAHCKPUITLIMOHHON PETYJISIIIUN CBU-
JIETeIbCTBYET TOT haKT, YTO IIPM BIMSHUM Pa3IMYHBIX CTPECCOBBIX (PaKTOPOB
Ha KiyoeHbKUu (aconu (obpabotka comstMu Kaamus, NaCl, nepokcuaoM BoOmo-
pola 1 3KaCMOHOBOI KMCJIOTOI) U3MeHsIOCh coaepxkaHue ASC, omHaKO aKTHB-
HocThb L-ranaktoHo-1,4-71aKTOH AerMaporeHasbl OcTaBajach Heu3MeHHOM (52).
CrapeHre CUMOMOTHYECKMX KIYOSHBKOB, BEPOSITHO, COIPOBOXIAETCS BBIKIIIO-
yeHreM IIyTh OuocuHTe3a ASC, YTO ITONTBEPXKAAETCS CHIDKEHHEM aKTUBHOCTHU
L-ranakToHo-1,4-71aKTOH aeruaporeHasbl u comepxanus ASC.

Konuenrpanus ASC B KiIeTKaxX peryJupyercsl CTEIIEHbIO €ro OKMCIICHUS
u nmerpaganuu. ASC oKucCIIsIeTcs 10 MOHOAETUIPOACKOPOMHOBOI KUCIOThHI WA
JIerMIpOacKOpOMHOBOM KHUCIOTHI BO BpeMs yAaJleHHMsS IIEpOKCHIA BOIOpPOIA B
acKopOaT-IJIyTaTHOHOBOM LIMKJIE B LIMTO30JI€, XJIOPOILIACTAX M HEKOTOPBIX APY-
rux opraHejuiax. B amoruracte ASC okucisieTcsl 10 MOHOAETMAPOACKOPOMHOBOIM
KHCIIOTHI ackopbarokcuaasoii (63). O6paboTka pacteHUil (Hacoar XacMOHOBOM
KUCJIOTOM (M3BECTHOOE CTPECC-aCCOLMMPOBAHHOE COEIMHEHME) IPUBOIMIA K
TPAHC/SILMOHHON aKTMBAllMM acKOpOATOKCUAA3bl M IMOCTTPAHCIIIIIMOHHOMY MH-
rMOMPOBAHUIO JETUAPOACKOPOATPENyKTa3hl B KIyOeHbKAX, YTO, BEPOSITHO, YCH-
JIMBAeT OKUCJICHWs B amnoIUiacTe M MHULIMUPYET CUTHAJ, ¢ MOMOIIBIO KOTOPOTO
KJIyOeHbKM MOTYT BOCIIPMHMMATh M OTBeuYaTh Ha cTpecc (52).

@depMeHTaTUBHBIE AaHTUOKCUIAHTEL Ackopbam-eaymamuoHoeblil
yuka. B 3TOM LIMKJIE y4acTBYIOT acKopOaTIepOKCHaa3a, MOHOIEIMIPOacKopOa-
TpemyKTasa, OerdapoackopOaTrpemykTaza M IJIyTaTHOHpenyKTasa. Peryismus
CYOKJIETOYHBIX M30(hOPM KaxKIOIo U3 3TUX (pepMEHTOB, KOTOphIE OOHAPYKEHEI B
LIMTO30JIe, TUIACTUAAX, MUTOXOHAPUSIX U MEePOKCUCOMAX, OCYIISCTBIIIETCS C yue-
TOM cofaepxaHusl U uHTeHcuBHOCTU cuHTe3a ASC u GSH B 3Tux opraHemiax B
HopMe U Iipu cTpecce. Kaxknmas nzopopma MoxeT nuddepeHIIMPOBaHHO pearu-
pOBaTh Ha CUTHAJIbI, ACCOLIMMPOBAHHBIC CO CTPECCOM MJIM IPOLIECCOM Pa3BUTUSL.
Perynsuus pasnuyHbiX n3odopM (epMEHTOB acKOpOAT-IIIyTaTUOHOBOTO LIMKJIA
KpaliHe BaxXHa IJIs MOAICPKAHMSI OKUCIUTEIbHO-BOCCTAHOBUTEIBHOIO OalaHca
B pacTeHUU NIpH aOMOTHYECKUX M OMOTHYECKUX cTpeccax (64).

B xiybeHBKax ackopOaT-TIIyTaTHOHOBBIN ITyTh BhIsBIEH 30 yieT Hazanm (56).
Ilo3nHee ObUTIO IIPOBEIEHO CpPaBHEHME aKTMBHOCTH BOBJICYCHHBIX B HEro (pepMeH-
TOB B Ki1yoeHbKax cou (Glycine max), cpopMUpoBaHHBIX 3(P(MEKTUBHBIMU U HEd(-
(beKTUBHBIMU IITAMMAMU Y TPEX pa3IMYHbIX TEHOTHUIIOB, a TAKXE B KIYOCHbKAX Y
UCXOAHOTO 3((PEKTUBHOTO M MYTAHTHOIO Hea(p@dEeKTUBHOIrO reHOTUIIOB M. sativa
(26). Bosee BBICOKYIO aKTMBHOCTH B 3({OEKTUBHBIX KITYyOeHbKaX IMOKa3aJIi U BCeX
YyeTbipeX (epMeHTOB (acKopOaTIIepOKCHAA3bl, MOHOIETHIPOACKOPOATPEIyKTa3hbl,
JIETUIPOACKOpOaTpeyKTa3bl M IIyTaTHOHPEMYKTa3bl) ¥ 00OMX M3yYeHHBIX BHIOB.
Takxe B 3(pheKTUBHBIX KITYOeHbKAX MO CPaBHEHUIO ¢ Hea(PdDEeKTUBHLIMU HAOIIO-

885



nanock nosbiieHHOe copepxkanue GSH u hGSH. B Tto ke Bpems mns ASC Ta-
KO Koppessiuyu He Habmomaau. TpaHCKPUIITOMHBINA aHalu3 BbISIBUI BbICOKMI
YPOBEHb BKCIIPECCHMM T€HOB, KOMUPYIOLIMX KOMIIOHEHTHI acKopOaT-IiayTaThO-
HOBOIO IyTM B KiybeHbKax (65). CiemoBaTelbHO, acKOpOaT-IIyTaTUOHOBBIM
IIyTh — OIMH M3 OCHOBHBIX MEXaHM3MOB MX aHTMOKCHIAHTHOM 3a1IuThl (26).

B ackopo6ar-rayraruonosoM uukie u3 GSH obpasyerca GSSG, uto us-
meHsieT cooTHolleHne GSH:GSSG. Hekortopele Apyrve MeTtaboavyeckKue ITyTU
TaKkKe MOTYT CBSI3bIBaTb JOCTYITHOCTb OKCHMIAHTOB M M3MEHEHMSI B COOTHOILIE-
Huu GSH:GSSG, Bauss Ha CUTHAIMHT Yepe3 PeTyJIsSiiUI0 TUOJI-AUCYIb(GUIHOTO
craryca OenkoB. KnioueBble yyacTHUKM 3Tux peakuuii — Prx, Gpx, Trx u Grx.
Hexoropele rinyratuoH-S-TpaHcdepasbl (glutathione S-transferase, GST) Toxe
MOryT ucnosb3oBaTb GSH 17151 BOCCTaHOBJIEHMSI OPraHMYECKUX TUAPONEPOKCU-
IoB, npyrue — reHepupoBaTh GSSG, kaTanusupys, BepOSITHO, ACTIyTaTUOHU-
JIMPOBAaHME IIUCTEMHOBBIX OCTAaTKOB OesIKoB (66). Ponp aTHX mporeccoB B Gop-
MUPOBAaHUU U (PYHKIIMOHUPOBAHMM a30THUKCHUPYIOILIETo KIyOeHbKa 10 CUX MOp
HEeOCTaTOYHO M3YyYyeHa.

Tuonosvie nepokcudasvt u pedokcunvt. Tuonopble nepokcuaasbl (Gpx u
Prx) — HeOonblve 0enku, He UMEIoIe TeMa M KaTaJlu3UpYyIolKe BOCCTAHOB-
nenue H,O, wnm rupponepekuceit ankuwia (ROOH) no Boabl win COOTBETCTBY-
foummx cnuptoB (ROH) ¢ ucnons3oBaHueM MpeuMYLIECTBEHHO Trx B KayecTBe
JIOHOpa 3JIEKTpOHOB. Trx comepXaT KOHCEPBATMBHBINA CadT B3aMMOICHCTBUS
(Tpu-Uwuc-T'nu-ITpo-1luc), KoTophlii cnocoOeH BOCCTAaHABIMBATL IUCYIb(DUIHBIC
MOCTHKHM OeJIKOB-MullieHeil (67). B kauecTBe JOHOpa 3JICKTPOHOB TakKKe MOIYT
BbIcTymnaTh Grx, MMelolMe cxonHble ¢ Trx ¢hyHKIMU; X BOCCTAHOBJIEHME TPOUC-
xoaut 3a cueT GSH (21). Gpx, Prx u Trx xogupylorcsi MyJIbTUTEHHBIMU CeMeii-
CTBaMM, a COOTBETCTBYIOLLIME M30DOPMbI MMEIOT Pa3IMUHYyI0 CYOKJIETOUHYIO JIO-
Kanuzauuio (IUTO30J1b, TJIACTUALI U MUTOXOHIpUM) (14).

Y L. japonicus uaeHTUGULIMUPOBAHbI 1IECTh T€HOB, Koaupyomux Gpx.
JBa u3 Hux, LjGpxIl n LjGpx3, xonupymwoume Trx-3aBucumble (ochoaunuaHbIe
TUIPONEPOKCHAA3bl, aKTUBHO 3KCIIPECCUPYIOTCS B KiyoeHbkax. MMMyHoI0KaIM -
3alus BbIsSIBWIA MpUcyTcTBME GpX BOKPYr IpaHy1 Kpaxmajga B aMUJIOIUIacTax B
WH(PULUMPOBAHHBIX U HEMH(ULIMPOBAHHBIX KJIETKAX KIIyOEHbKOB L. japonicus, a
Takke npu MHGULMpoBaHUU M. sativa, 4TO MOXET yKasblBaThb Ha oOpa3oBaHME
IepOKCHUIa Bogopoaa 1 B amwiorniactax (68). [lo3mHee ¢ UCIob30BaHUEM in situ
rubpuan3aluy Mmokasanu Beicokoe comgepxkaHue MPHK LjGpxI u LjGpx3 B 30He
uHpexuuu, a 11 LjGpx3 — U B KJIETKaX KOpbl KiIyoeHbKa. MIMMyHoOIOKaIM3a-
uus BoisiBUAa LjGpx1l B amuiomjactax W sgapax MHGUIIMPOBAHHBIX KIIETOK, B
KJIeTKaxX KOpbl M MpoBomsdiux myukax. LjGpx3 mpeuMyllecTBEeHHO JIOKaJIM30Ba-
JIach B 3HIOIUIa3MaThdeckoM petukyiayme (DIIP), mmrosone u smpax (69). Ha
OCHOBaHMHU KOMILIEMEHTALIMOHHBIX 3KCIEPUMEHTOB C IPOXKaMU ObLT cAeslaH
BeiBOA, uTo LjGpx1 u LjGpx3 3aluinaT KIEeTKU OT OKUCIUTEIBHOTO U CONEeBO-
ro CTpecca M MOBPEXIECHUSI MEMOpaH.

B xny6eHbkax P. sativum BbISIBJICHBI 1IUTO30JIbHAsI n3odopma Prx (PrxIIA),
KOJIMYECTBO KOTOPOM CHMXKAJOCh C BO3PACTOM KJIyOeHbKa, M MUTOXOHApUAb-
Has uzodopma (PrxIIF), comepxkaHue koTopoil He uaMeHsioch. KonmuecTBo
PrxIIA ymeHblIanoch Ipu 3K30reHHON 00paboTke ASC MOJIOABIX KIIyOeHBKOB
M YBEJIMYMBAJIOCh — MOpU 00pabOTKe cTaphiX, Ipu 3ToM coaepxaHue PrxIIF
0CTaBajJioCh HeM3MEHHBIM B 00oux ciydasx (70). [IpoTeoMHBINl aHAIU3 MO3BO-
JIWI uaeHTuduLuupoBaTh B KinyoeHbKax M. truncatula, L. japonicus v P. vulgaris
nzogopmel PrxIIB, PrxIIE u PrxIIF (B — B uurosone, E — B minactumax, F — B
MUTOXOHAPUSIX), LIUTO30abHYI0 n3odopmy Trxhl, a Takke GrxC2 u GrxC4, ko-
TOpbIE TPEIAIOJOKUTEIbHO MOTYT CIYXWTh JOHOpaMU 3JEKTPOHOB i Prx.
KpomMme Toro, B kinybeHbkax 3Tux 0000BbIX BhisiBIeHbI NADPH-THOpeaokcuxpe-
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nykrasel (NTRA/B/C). bonblnHeTBo m3odopM Prx addekTuBHO BoccTaHaBI-
BaloTCs ¢ ToMolbio Trx, B CBOIO o4epedb, HeIUlacTUIHbIE TrX pereHepupyloTcs
NTRA u NTRB. IlonyyeHHbBIE AaHHbIC TMOATBEPXKAAIOT HAIMYME B KIIyOEeHbKAX
9TOM PEmOKC-PEeryISITOPHOM CeTM B LMTO30Jie, IUIACTUAAX M MUTOXOHIPUSX
(HauGonee akTUBHBI LUTO30JIbHBIE (popmbl PrxIIB, Trxhl u NTRA).

Y M. truncatula BwisiBIeHbI 1Be HOBbIe U30(opMbl Trx — Trxs, pyHKIIU-
OHUpYIOLINE TIpU CUMOUOTHYeCKNX B3aumopeiictBusx (71). Otu BITP-agpeco-
BaHHbIe Trx CXOXM C KJIACCUYECKMMM, HO UMEIOT aTUIIMYHbIE KaTaTuTUYeCKUe
canthl. In silico ¢ ucnonb3oBaHUEM aTjiaca 3KCIpeccuu reHoB M. truncatula B
pa3HbIX OpraHax M IpU pa3IMYHBIX YCIOBUSX POCTa MoKa3zaHO, 4To Trxsl B oc-
HOBHOM 3KCIIpeCCUpYyeTCs IpU KIyOeHbKOOOpa3oBaHMMU, B TO BpeMsl KaK 2KC-
npeccus Trxs2, BumuMo, MeHee crnetmdudHa (65, 72). AHaIu3 NpPOCTPAHCTBEH-
Hoil nokanuzauuu Tixsl u aKkcrpeccund 7Trxs2 ¢ HCHOJIb30BaHUEM pecypca
https://iant.toulouse.inra.fr/symbimics/, KOTOpbIii MNpeAOCTABISIET AOCTYII K pe-
3yJIbTaTaM JIa3epHONM MMKPOAUCCEKLIUM KIyOeHbKOB M. truncatula, COBMEllIEH-
Hoit ¢ PHK-cekBeHMpoBaHMWEM, TTOKa3ajl, YTO 3TU Trx B OCHOBHOM 3KCIIPECCH-
pytorcst B MepucteMe U 30He MHGpeKuuu (73). DKcnpeccUOHHBIN martepH Trxs
yKa3blBaeT Ha MX yyacTHe B pa3BUTHM KIIyOeHbKA M KJIETOUHOU OucdbepeHIIm-
poBke B 30He uHdekuuu. In situ rubpuausanus BeisiBUIa npucytctBue MPHK
GmTrx B nepuuykie KopHsl G. max yepe3 2 CyT mocjiae MHOKYJISIUUU U B UH(PU-
LIMPOBAaHHBIX KJIETKaX 3pesibiX (27-CyTOUHBIX) KIyOeHBKOB. TpaHchopmarus
Trx-nmeeKTHOro ApOXKeBOro MyTaHTa reHoM GmTrx BOcCCTaHaBIMBaja TOJE-
paHTHOCTb K dkK3oreHHoi H,0,. PHK-untepdepenuus GmTrx npuBoguiia K
OTCYTCTBUIO WM (hOPMUPOBAHUIO HEAOPA3BUTHIX KIyOEHHKOB, UTO CBMIETENIb-
CTBYET O 3HAYEHMU 3TOrO reHa B MX pas3Butuu (74).

Tiymamuon-S-mpancgepaszvi. DTO LIMPOKO paclpoCTpaHEeHHbIe (hepMeH-
Thl, Y4YacCTBYIOLIME B JAETOKCHUKAIIMU KCEHOOMOTHUKOB, OCOOEHHO TIepOMLNAOB.
GST peiicTBYIOT M KaK aHTMOKCUAAHTBI, HEMOCPEACTBEHHO YJaBIMBas MEPeKUCH
nogo6Ho Gpx. KoHeuHble MPOMyKThl MEPEKUCHOTO OKUCICHUS JUMUAOB — aj-
KeHanu, 4-TUIPOKCUHOHEHAT U IPYTUe o.-, f-HEeHACBIILEHHbIC albIerUabl MOTYT
yaanatbes mmocie Kouptoranmuu ¢ GSH (75, 76). Y cou GST xoaupyrorcs Myib-
TUTeHHBIM ceMeicTBOM u3 25 reHoB (77). B kinybeHbKax BhISIBICHA 3KCIIPECCUS
14 uzodopm GST, Hambonbliasi — y reHa, komupymwliero mzodopmy GST9
(76). Ionasnenue skcnpeccun GST9 npu PHK-uHTepdepeHINM CyllieCTBEHHO
CHMXKAJI0 HUTPOTCHA3HYIO0 aKTUBHOCTh B KIyOeHbKax (76).

Cynepokcudoucmymass: (SOD). SOD orHocaTCsl K rpyIne MmeTtawiodep-
MEHTOB, KaTaJIM3UPYIOIIUX MUCMYTALUIO CYNEPOKCUIHOIO paaukKana B IEepOK-
CHUII BOAOpOAA M MOJEKYJSIpPHBbIA KuUCIOpod. B 3aBUCMMOCTH OT MeTayaa, BXO-
Isiero B coctaB kKodakropa, BblaeasioT Fe-, Mn- CuZn-3aBucumbie SOD
(cootBerctBeHHO FeSOD, MnSOD u CuZnSOD). Bce 3Tu Tumnsl OpucyrcTBy-
10T B KIyOeHbKaX, XOTSl UMEIOT pa3Hylo CyOKJIeTOUYHYIO JoKanu3zauuio (14).

Y HemeTepMMHUpPOBAHHBIX KIYOeHBKOB M. sativa u P. sativum TpaH-
cKpuIThl 1UTO307bHOI CuZnSOD, Kak U caM (epMeHT, HaXOASTCs IpeuMy-
LIECTBEHHO B MEpUCTeMe, 30He MH(EKUUM W OUCTAJbHOM 4YacTU 30HBI a30T-
¢ukcauuu (78). IIpu arom CuZnSOD nokanuzoBanach B LIMTO30JI€ B yUacTKax,
MPUMBIKAIOIIUX K KJIETOYHBIM CTEHKaM, K CTeHKaM MH(MEKIIMOHHBIX HMTEH, a
TakXe B MaTpukce MHGEKLIMOHHbIX HUTeil. Kpome Toro, hepMeHT oOHapy:KeH B
MEXKJIETOUHBIX MPOCTPAHCTBAX KJIETOK KOPbl M KJIETOK B 30HE a30T(hMKCAIIUU.
Tpanckpuntel MnSOD u caM (epMEHT JIOKaIUM30BATUCH MPEUMYILECTBEHHO B
30He azoTdukcanuu. MepMeHT NPHUCYTCTBOBAI B OAaKTEPUSX BHYTPU MHOEKIIM-
OHHBIX HUTEH, B OaKkTepouaaXx U MUTOXOHAPUSIX. B Ki1yOeHbKax BbIsIBI€HA KO-
noxkanuzauusi H,O, ¢ CuZnSOD, Ho He ¢ MnSOD, 10 ectb uMeHHO CuZnSOD
CIIYXWT OOHMM U3 BaxkHeWInux ucTouyHUkoB H,O, B KiybeHbKax (56) M, Bepo-
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SITHO, UTPaeT BaXHYIO POJib B DOPMUPOBAHUM MaTpUKCa MH(PEKIMOHHBIX HUTEH
u ux pocre (79). [lozgHee TpaHCKPUIITOMHBIN aHaNW3 KIIYOeHbKOB M. truncatula
MokKa3zaj, 4To reHbl, Koaupyloiye nzodpopMbl CuZnSOD ¥ MUTOXOHAPUATBLHYIO
MnSOD, akTUBHO 3KCIPECCUPYIOTCS B KIyOeHbKaX, TOIMA KaK 3KCIIPECCUs reHa
nuto3oiabHoi FeSOD ocTaeTcst OTHOCUTETBHO HU3KOM (65).

B netepMuHupoBaHHBIX KIyOeHbKax L. japonicus 3KCIpeccusi TeHOB 1K-
to30oabHO CuZnSOD u mMutoxoHapuanbHoii MnSOD, KonuyecTBO M aKTUB-
HOCTbh (pepMEHTOB CHUXAJIUCh ¢ Bo3pacToM. B momonwix kinydoeHbkax CuZnSOD
JIOKaJM30Baaach B ACJSIIMXCS KJIETKaX, B MHMEKIIMOHHBIX HUTSIX U B MHOULIU-
poBaHHBIX KiaeTKaXx. TpaHnckpuniuusg FeSOD2 (xomupyeT LuTo3oabHyio FeSOD)
aktuBupoBajnachk, a FeSODI (xomupyeT miactuanyio FeSOD) — He u3MeHsIach.
C BO3pacToM KiIyOeHbKa KoJMuecTBO 1 akTuBHOCThL FeSOD Bospacranu. Ha Bcex
CTanMsIX pa3BUTUSI KIYOEHBKOB 3TOT (PEPMEHT HAXOAUTCS IMPEUMYILECTBEHHO B
aMUJIOTIACTax B KJIETKAaX KOpbl, HEMH(UILIMPOBAHHBIX M WH(MULMPOBAHHBIX KIIET-
kax. Ilpeamnonaranock, 4to ABa LUTO30JbHBIX (epmeHTa, CuZnSOD u FeSOD?2,
CIMOCOOHBI (PYHKIIMOHAJLHO KOMIIEHCUPOBATh NPYT ApYyra Ha TMO3AHUX CTaausiX
pa3Butust KiyoeHbka. Muaykuusa FeSOD?2, Bo3MoXHO, CBSI3aHa C yBeJIMYeHUEM
noctynHocT Fe B craperomux KinyoeHbKax (BepOSITHO, B pe3ysbTare jAerpaia-
LU JierremoraoouHa) (80).

IIpu coneBom ctpecce obias aktuBHocT, SOD B kiyoeHbKax P. vulgaris
Bo3pactana (81), aktuBHocTh FeSOD Takke yBenumuuBanaach, a aKTUBHOCTb
CuZnSOD u MnSOD He u3ameHsinach (82). ¥ pacTteHuil apaxuca B yCJIOBUSIX
3aCyXu B KIyOeHbKaX MOBBIIAJIOCH KOJM4yecTBO TpaHcKpunroB CuZnSOD, B To
Bpems1 Kak aktuBHOcTh SOD, MnSOD I u MnSOD II He usmensiiach (83).
IIpoTrBOMOIOXKHbBIE Pe3yabTaThl MOJIYYeHbl B OTHOLUIEHMM akTUBHOcTU SOD B
KnyoeHbKax P. sativum n G. max npu 3acyxe. B mepBoM ciyyae BBISIBIEHO 00-
mee cHmkeHue aktuBHoctu SOD, Bo BTOpoM — yBenuueHue (84, 85). Takas
M3MEHUYMBOCTb OTBETOB Y Pa3HbIX BMIOB ITOMUYEPKMBAET HEOOXOMUMOCTbh U3yye-
HUS 9KCIIPECCUU T€HOB U PEryysiLiuM aKTUBHOCTU (PepPMEHTOB 0oJjiee OeTaabHO.

Kamanaze. 910 TeTpaMepHble TeMONPOTEMHBI, KaTaJau3UPYIOLIKE pac-
majg TepoKCUAa BOAOpOAa A0 MOJEKYJISIPHOIO KHMCIOpOoAa M BOAbI, KOTOpbIE
MIPEUMYILECTBEHHO JIOKAJIM3YIOTCS B IIepOKCHCOMaxX U IrokcucoMax (86). Ilo-
Ka3zaHa BaxkHas poJib pU300MaIbHBIX KaTajas /Uil pa3BUTHS 3(PGHEKTUBHOTO CUM-
o6uoza (87), omHaKo (pepMEHTbI PACTUTEJBHOTO MPOUCXOXACHUS M3yYeHbl Hed0-
craroyHo. B knybeHbkax Gesnoro monuHa (Lupinus albus), Karana3a Obula JIOKa-
JIN30BaHa B MEepPOKCUMCOMaX MH(UIIMPOBAHHBIX KJIETOK, U €€ KOHLIEHTpalus CHU-
>Xajgach B IPOLECCEe CTapeHMsl, BbI3BaHHOTO HuUTparoM (88). Takke aKTMBHOCTb
¢depMeHTa yMeHbIIIaJIach B KiIyOeHbKaxX (hacojii IIpU coieBoM cTpecce (82).

Takum ob6pazoM, 3a 30 JeT M3y4eHUS] aHTUOKCHUAAHTHOM CHCTEMbl B
a30T(UKCUPYIOLINX KIIyOeHbKaX OOOOBBIX ITOCTUTHYT 3HAYMTEIbHBINA MpOrpecc.
ITpoaHanu3upoBaHbl NPUHLMIBI PabOThl X B3aUMOIEUCTBUS aHTMOKCUIAHTHBIX
MOJIEKYJ, (DEPMEHTOB U PEIOKC-PEry/ISITOPHBIX MyTeil B MPOLECCE CTAHOBJCHUS,
pa3BUTUSI U (PYHKLIMOHUPOBAHUS 000OBO-pU300MANTBLHOIO cMMOMO3a. BhisiBieHa
MHOTOKOMIIOHEHTHOCTb M HEOZHO3HAYHOCTb (PYHKIIMOHUPOBAHUS aHTHUOKCHU-
IaHTHOM cucteMbl. K HacTosieMy MOMeHTy TokazaHo, uro GSSH yyacTByeT B
repenaye CUTHAJIOB yepe3 M3MEHEHME OKMCIUTEIbHO-BOCCTAHOBUTEIBLHOIO CO-
CTOSTHUSI KJIETKU U €€ KOMITapTMEHTOB. DTO, B CBOIO OYepellb, MOXET PETyJIUpO-
BaThb TUOJ-IUCYIb(PUAHBIA CTaTyc OEJKOB, TO €CTh KOH(GOPMALMIO U aKTUBHOCTh
(GepMEHTOB M TPAHCKPUIILIMOHHBIX (haKTOPOB HAMPSIMYIO WIM Yepe3 TUOJI3aBU-
cuMbIe Tlepokcuaasbl. KpoMe Toro, OKuciaeHUe HEKOTOPBIX THOJ3aBUCUMBIX Tie-
pOKcHuIa3 caMo Mo cebe MOXKET COYXXUTh CUTHAJIOM WM IMepeKIioyaTesieM CUrHa-
na. B 1988 romy 6n110 mpoaHanuzupoBaHo pacrnpeneieHue GSH u hGSH B Tka-
Hsx 13 BunoB Fabaceae 3 paznuuHbix Tpuo6 (89). B mocnemyroliue roabl HaKoM-
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JICHO MHOXECTBO JaHHBIX, CBUACTEJILCTBYIOIIMX O CHEIUMDUUYHOCTH B (DYHKIIMO-
HUPOBAaHWU 3THX THOJIOB, B TOM YUCJIEe CPeAV BHIOB, (POPMUPYIOIINUX ACTEPMHU-
HUPOBaHHBIE W HeleTepMUHUPOBaHHbIE KiyoeHbKU. B 2015 romy pacrpeneie-
Hue GSH u hGSH npoananuszupoBaiu yxe y 73 BUIOB U3 Tpex IOICEMENCTB
Fabaceae (48), Ho Bompoc o cneunduke pyakuuii GSH u hGSH Bce ele ocra-
eTcsl OTKPHITEIM. BMmecte ¢ TeM mokasaHa posib GSH B pasButvu u QYHKLMOHM-
POBaHUHU KJICTOK MEPUCTEMBI M a30T(PUKCHPYIONIMX KiIeToK. Kpome Toro, mpome-
MOHCTpupoBaHo, uTto cooTHomieHne hGSH u GSH moxer akTuBUpoBaTh AU(-
¢epeHMpoBKY U AenuddepeHIUPOBKY KieTok (49). IlpomomkalorT HOSIBIASIThCS
JAHHBICE O HOBBIX KOMIIOHEHTaX AaHTHUOKCUIAHTHOM 3alllUThl B KJIyOCHBKAX.
Hanpumep, omucaHbl IoJMaMAHbBI — ITOJIMKATUOHHBIE COSIUHEHMS, CIIOCOOHBIC
MonympoBaTh KoHIeHTpaunn ADOK n ADA. OgHako posib 3TUX MOJIEKYJI B pa3-
BUTUU U (PYHKIIMOHUPOBAHUSI KIIyOeHbKa TpeOyeT ganbHeiiero usydeHus (90).
HTtak, OKUCIUTEIbHO-BOCCTAHOBUTEIBHOE COCTOSIHUE KIIETKU M €€ KOM-
IMAapTMEHTOB, KOTOPOE OIpeAe)ISIeTCs] COOTHOIIEHMEM U B3aMMOACMCTBUEM MpO- U
AHTHOKCHIAHTOB, PEryJIMpyeT MHOXECTBO IIPOLIECCOB, U3MEHSISICh 11011 ACCTBAEM
CHUTHAJIOB OKpYKalOIllel Cpelbl ¥ y4acTBYsl B MX Ilepefade M ITOCICOYIONINX OTBe-
Tax pacTeHMs. AHTHOKCHIAHTHAsl CHCTEMa MIPacT KIIIOYEBYIO POJb B (DOPMMPO-
BaHUU ¥ (PYHKIIMOHMPOBAHMM TaKOM UyBCTBUTEJIbHOM CHUCTEMBI, KaK a30T(MUKCH-
pyrolmii Ki1yoeHeK 0000BBIX, XapaKTepPU3YIOLIUIICS aKTUBHBIM METa00IM3MOM U
IIOCTOSIHHBIM OOMEHOM CHUTHAJIbHBIMY MOJICKYJIAaMU MEXIy ITapTHepaMu.
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Abstract

Nitrogen-fixing nodules are formed on the roots of leguminous plants as a result of their
interaction with soil bacteria, called rhizobia. Nodule development is based on the exchange of sig-
naling molecules that leads to coordinated gene expression in both partners. This process is accom-
panied by differentiation of both plant and bacterial cells leading to formation of infected plant cells,
filled with nitrogen-fixing forms of rhizobia, called bacteroids. The bacteroid is separated from the
plant cell cytoplasm by the peribacteroid membrane and forms an organelle-like structure called the
symbiosome (A.V. Tsyganova et al., 2017). The main function of the symbiotic nodule is to maintain
the microaerophilic conditions required for working of the rhizobial nitrogen fixation enzyme —
nitrogenase, which is extremely sensitive to oxygen. Nitrogen-fixing nodules produce an abundance
of reactive oxygen species (ROS) and reactive nitrogen species (RNS). These are formed due to au-
to-oxidation of leghemoglobin in the cytoplasm, oxidation of nitrogenase and ferredoxin in symbio-
somes, and functioning of electron transport chains in mitochondria, symbiosomes, and peroxisomes
(C. Chang et al., 2009). ROS and RNS molecules are involved in different signal transduction path-
ways; therefore, the nodule antioxidant system cannot simply eliminate ROS and RNS, but must
maintain their concentration in the cell at the certain level (C.W. Ribeiro et al., 2015). Most antiox-
idants presented in plant organs are also found in the nodule, however, at a higher concentration,
which is probably due to the high intensity of the processes associated with biological nitrogen fixa-
tion. These are enzymes superoxide dismutase, ascorbate peroxidase, glutathione peroxidase, and
peroxiredoxins, as well as millimolar concentrations of non-enzymatic elements (primarily ascorbic
acid and glutathione) (M. Becana et al., 2010). It has been discovered that Legumes harbor a unique
homologue of glutathione, homoglutathione, both of which exhibit similar functions and specificity.
However, it is still not clear why some Legumes evolved the ability to synthesize two different thiol
compounds and require a double regulatory mechanism of the cell cycle including activation by glu-
tathione and inhibition of cytokinesis by homoglutathione (T. Pasternak et al., 2014). It has now
been shown that an increase in the level of glutathione leads to an increase in the efficiency of nitro-
gen fixation, while there is no similar data for homoglutathione. Considering that for the functioning
of the nodule a balance in the ratio of glutathione and homoglutathione is necessary, it is evident
that increasing the level of nitrogen fixation by modifying the levels of these thiols is a non-trivial
task. Moreover, it is necessary to account for the influence of other components of the antioxidant
system. It should be noted that the rhizobial antioxidants play an important role in the functioning of
the nitrogen fixing nodule (C.W. Ribeiro et al., 2015). In this review, we will consider the main
components of the plant antioxidant system in the nodule. A deeper understanding of its functioning
is necessary to develop conditions for increasing the efficiency of biological nitrogen fixation.

Keywords: symbiotic nodule, antioxidants, redox potential, glutathione, homoglutathione,
ascorbate, ascorbate-glutathione cycle, thiol peroxidases, redoxins, superoxide dismutase.
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