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OmHMM U3 HeOJIAaronpUATHBIX (haKTOPOB, NEMCTBYIOIIMX Ha PACTEHMS, SIBJSIETCS KMCIOPOAHAs HeI0CTa-
TOYHOCTb, KOTOpasi pa3BUBAETCsl BCJICACTBUE U30BITOYHOTO YBIAXKHEHUS U 3aTOIUIeHUsI. B ecTecTBeHHOIM
cpene oOMTAaHMS BCJiel 3a MEPUOIOM KUCIOPOIHON HETOCTATOYHOCTHA OOBIYHO CJIETyeT BOCCTAHOBJICHUE
adpOOHBIX YCJIOBUIA, B pe3yJIbTaTe Yero pacTeHUsI OKa3bIBAIOTCS B YCIOBUSIX TOCTAHOKCUYECKOTO OKUCIE-
HusA. HakornuBimecst BoO BpeMsl KUCJIOPOTHOTO TOJIOAaHUS SHAOTeHHbIE BOCCTAHOBJICHHBIC METa0OIUTHI 1
IMOYBEHHbIE TOKCUHbBI HAUMHAIOT OKUCIISITHCSI KUCIOPOAOM BO3/lyXa, YTO MPUBOAUT K FeHEPALIMU aKTUBHBIX
dopm kucnopona (APK) u pazBUTHIO TTOBPEXKAEHUI, KOTOPbIE MOTYT BBI3bIBaTh TMOE/Ib PACTEHUS JaXKe B
TOM clly4yae, €CJIM OHO MePEKUIIO ycaoBUsl aHoKcuU. McciaenoBaHust MOCIETHUX JIET, PACCMOTPEHHBIE B 00-
30pe, CBUIETEILCTBYIOT, YTO OCHOBHBIE MEXaHW3MBI adaIITAlliK K TTOCTAHOKCHYECKOMY ITepUOTY 3aKTIova-
I0TCS1, TJIaBHBIM 00pa3oM, B OMOCUHTE3¢ aHTUOKCUAAHTOB U 3(p(peKTUBHOM (PYHKIIMOHUPOBAHMU aHTUOK-
CHIAHTHBIX CUCTEM, aKTUBAIlMM aJIbTePHATUBHONM OKCUIA3bl U (DEePMEHTOB IETOKCUKAIIMA aHA’POOHBIX
MeTaboUTOB. B obecrieueHuu perysiiiiu NpucrocodeHust K TOCTAHOKCUYECKUM YCJIOBUSIM OOJTBIIYIO POJIb
WTPAIOT 3TUJICH-3aBUCUMBIe TpaHCKpuIIMoHHbIe (dakTopbl ERF-VII, KoTOpble y4acTBYIOT U B PETYISIIAA
ajianTaluy HeMoCPEeACTBEHHO K KUCIOPOAHONM HEOCTATOUHOCTH, a TAKXKe Takre (DUTOrOpMOHBI, KaK KacMo-
HOBasi M abCIM30Basi KUCIOTHI. [IOCTAHOKCUIO HE CIIeMyeT paccMaTpyBaTh B KA4eCTBE CAMOCTOSITEJILHOTO
CTpeccOpHOro (hakTopa, MOCKOJIbKY OHA MPEACTaBIsIET COO0I KOMIUIEKCHOE BO3EHCTBUE (ITOCIENCTBUS aHOK-
CUM, OKVICTUTETBHBIN CTPECC M MCCYIIIEHNE BHOCSIT COBMECTHBIN BKJIAM B pa3BUTHE TIOBPEXKICHWIT), 2 MEXaHH3-

MbI aIANTALIMU U UX PETYJISILIUSI UMEET MHOT'O OOIIMX 3JIEMEHTOB C afartalueil K 1euumTy Kucioposa.
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BBEAEHWE

Pactenus gBagroTCS OOIUTATHBIMU a3pPOOHBIMH
opraHu3Mamu. Kuciaopon HeoOxXoauM UM IJIsT HOP-
MaJIbHOTO (DYHKIIMOHUPOBAHUS — IIPEXIIE BCErO, IS
OCYIIECTBJICHMS OKMCIUTEIbHOro (pochoprimpoBa-
HUS U 3PGEKTUBHOTO 9HEPTETUYESCKOTO META0O0IN3-
Ma. B o0111ei CJI03KHOCTH KMCIOPOA IPUHUMACT y4a-
ctue 6oisee yeM B 200 peakKuMsIX B pacTUTEIHHOMN
kietke [1]. CnexyeT oTMEeTUTD, UTO (DEPMEHTHI OKCH -
JIa3bl, obeclieyrBaIIe a3po0HOe AbIXaHue, 00Ja-
JTalI0T Ype3BbIYaiiHO BBICOKOIT ap(pMHHOCTHIO K KHUC-
nopony (Ky = 0.08—1 MM) [2]. [IpuKperuIeHHbI# 06-
pa3 >KM3HU pacTeHUIT He TT03BOJISIET UM, B OTJIMYKE OT

Coxkpamenns: THK — tnobapoutypoast kuciora; CIPK15 — calci-
neurin B-like protein-interacting protein kinasel5; ERF-VII —
group VII ethylene-response factor; GSS — glutathione synthetase;
HRE — hypoxia responsive ERF; LOES — low oxygen escape syn-
drome; LOQS — low oxygen quiescence syndrome; PCO — plant
cysteine oxidase; RAP — related to AP2; RBOH — respiratory burst
oxidase homologs; SK1/2 — SNORKEL 1/2; SLR1 — slender
rice 1; SnRKIA — sucrose-nonfermentingl-related protein Kki-
naselA; SublA — Submergence 1A; VTC — vitamin C defective.

KMBOTHBIX, MOKWHYTb HEOJArorpusTHYIO Cpeay
O0UTaHUsI, BCJIEACTBUE YETO UM IMPUXOIUTCS Mepe-
KWBaTh MEePUOABI KUCIOPOTHOM HEMOCTATOYHOCTU. Y
MHOTOKJIETOYHBIX SKUBOTHBIX TOCTYTI KMCJIOPOIA K TKa-
HSIM obOecrieurBaeTCsl KPOBEHOCHOM cuctemoit. OTcyT-
CTBYE TAKOBOM Y PAaCTEHUI IIPUBOIUT K TOMY, UTO JAaKe
B HOPMAJBHBIX YCIIOBHUSIX PAcCTUTEIbHBIE OPTaHW3MBI
MMEIOT TKaHW, B KOTOPBIX COAepKaHWE KHCIOponma
CUJIBHO CHIDXKEHO. DTO KacaeTcsl, B TEepBYIO ouepelb,
He(hOTOCUHTE3UPYIOIINX MSICUCTBIX TKaHEi, KOTO-
pBIe OCTAIOTCS TUITOKCUYECKUMU TTPEUMYIIIECTBEHHO
n3-3a conpoTuBiieHus mudoy3nn Kuciopoma |[3].
KoHueHTpalusi K1UcJIopoga BHYTPU Pa3HBIX YacTeid
pacTeHUil HeoMMHAKOBa — OT TOUYTH TTOJIHOM aHOK-
CHUH B ceMeHaXx ropoxa, 60008, stamen:1 [2] mo 50 MkM
BO (hJT0OBMeE Y KITeIIeBUHEI [3].

HamnbGomee cunbHOe BO3IEHCTBHE KHUCIOPOIHOM
HEJIOCTaTOYHOCTH TIPOSIBJISIETCS B pe3yJIbTaTe 3aTOIl-
JeHus pacteHuii [4]. B BomHoii cpene nuddy3us razo-
00pa3HBIX MOJIEKY/, TAKUX KaK KUCIIOPOJ, YIIEKUC-
JIBIN Ta3 ¥ 3TUJIEH, CHIKaeTcs 6omnee yeMm B 100 pa3 mmo
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CpaBHEHUIO C BO3AYIIHOM Cpeaoii, YTO CO30AET TUITO-
KCHUYeCcKHMe (HEOOoCTaTOK KHUCIopoda) WIM JaxkKe
aHoKcH4eckue (IOJHOE OTCYTCTBUE KUCJIOPOAa)
ycnoBus [5—7].

[MocnencTBusiMu HemocTaTKa KUCIOPOIA SIBISIETCS
CcHIKeHne obpazoBaHusi AT® B cuily TOTO, UTO HEIO-
CTaeT TePMUHAJILHOTO aKIEITOPA JIEKTPOHOB — MOJIE-
KynsipHoTO Kricnopona [8]. [Tpn o6eraHOM comep:KkaHn
KUCI0pOoAa OKUCIUTEIbHOE (pochopuIrpoBaHue I103-
BoJIsieT oOpa3oBath 10 38 monekyn ATd, Torma Kak
aHa’poOHOE OpOKEHME U TIIMKOIN3 CITOCOOHBI CHA0-
JIUTh YCTOWUYUBBIE pacTeHus A0 4—8 mosekyn AT
npu ydactnu nupodocdar-3aBucumoii pochodpyk-
TOKWHA3bI, a Takke Y]1PD-3aBUCHUMOIT CaXapO30CHHTA-
3bl BMECTO MHBEPTA3bl, YTO pealu3yeTcsi B LIMTO30JIe
yCTOHUUBBIX pacTeHuii [7, 9]. Tem He MeHee, mupodoc-
dar-3aBUCUMBIX (PEpMEHTOB He OOHApPY:KeHO B ITLIa-
CTUIAX, TO3TOMY SHEPreTUUEeCKUl BBIXOM OECKUCIIO-
POIHOTO OKMCJIEHUSI YIJIEBOJOB B HHMX — TOJBKO
2 mostekysibl AT®. TTosToMy eIMHCTBEHHBIM HameX-
HBIM NTOCTaBIIMKOM AT® cTaHOBUTCS INIMKOJIM3, TIEpe-
XOISIINIT B MOJIOYHOKHCJIOE Y CIIUPTOBOE OPOXKEHMSI.
ITomuMmo sHEpreTMYecKoil Hed(PHEKTUBHOCTH, OpO-
>KeHMSI PUBOIST K HAKOTUICHUIO B KJIETKE 3TaHOJIa 1
JIaKTaTa, TOKCUYHBLIX B BBICOKMX KOHIICHTPALIUSIX.
KpoMme Toro, naxraT BBI3BIBAET 3aKUCICHHE IIMTO-
11a3mebl [10]. Yke Bo Bpemst aeduiinra KUCJIopoaa B
CBSI3U C HapylIeHHEM MOTOKa 3JIEKTpOoHOB B DTII
MUTOXOHIPHUII HAYMHAIOT Pa3BUBAThCS OKUCIUTEIb-
HbI€ TOBPEXICHUSI, KOTOPhIE CYILIECTBEHHO YCWUJIM-
BalOTCS IIpY BO3BpAIllCHUU B YCJIIOBHUS HOPMAaJIbHOM
aspanmu [11].

C11o0co0OHOCTBL pacTeHHW amanTUPOBAThCI K HU3-
KUM KOHILIEHTpALIMSIM KHUCJIOPOia CUJILHO BapbUpYeET.
DTO CBSI3aHO C aKTUBAIIMEN OBICTPBIX MOJICKYISIPHBIX
n Metabommaecknx MexaHu3MmoB [12]. K mpumepy,
pesyxoBuaka Tans (Arabidopsis thaliana), xaptodenb
(Solanum tuberosum) n Kykypy3a (Zea mays) MOTYT
TIePEeXXNBATh JIUIIh KOPOTKUE TEPUOILI aHOKCUM, a
pazinyHble TUAPOMGUTHI, Takue Kak puc (Oryza sati-
va), exXoBHUK (Echinochloa spp.) v 111aBeJib OOJOTHbII
(Rumex palustris), cmocoOOHBI HAXOAUTHCS 1011, BOIOM
B TeUeHUE IIUTeJIbHOro BpeMeHHu [9, 13, 14]. boab-
IIMHCTBO 3JIAKOBBIX KYJIBTYP, B TOM YHCIIE XO3Sii-
CTBEHHO BaXHBIE IMIIICHUIIA M SIMEHb, He 00JIamaroT
YCTOMYMBOCTBIO K HEIOCTaTKY Kucjaopona [9].

B nocinenHee BpeMst BO MHOTMX CTpaHaX 3apuKCU-
pPOBaHbI Cepbe3HbIE KIIMMaTUUEeCKE U3MEHEHUST, Ka-
catollecsl yBEJIMYEHUS BEPOSITHOCTU €XETOIHBIX
HaBOAHEHWIA, YTO MOXKET CYILIECTBEHHO MOBJIUSTh HA
celibckoe xo3siictBo. Hanpumep, B CILIA okoio 16%
IMOYB HEMPUTOAHBI U1 3eMJIEAEMS U3-3a TTOBbILLIEH-
HOTO COAEP>KaHUS BOMIBI, a MIOTEPU YpoxKasi OT 3aTOII-
JIEHUSI YCTYIAIOT JIUIIb IOTepsIM OT 3acyxu [15]. 3a
nocieaHue 25 JIET ToJ0BbIC YOBITKH OT ITOCJIEICTBUI
HaBOAHEHWI COCTaBUJIM MUJJIMOHBI JOJJIapOB, TIPU-
yeM 3To 3a()MKCUPOBAHO B pa3HbIX yacTsx cBeTa. [1o-
MHUMO 3TOT0, U3-3a TasiHWS JIEAHUKOB 1 MOBBIIIEHUS
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YPOBHSI MOPSI MOXKET CEPhE3HO MOCTPaaaTh BbIpallu-
BaHUE KYJbTYPHBIX PACTEHUI B MPUOPEXKHBIX 00J1a-
CTSIX M 3CTyapHsIX pek [16].

Takum 06pa3om, TOCIEACTBUSI HEAOCTAaTKa KUCIO-
pola MpeACTapIsIOT OOJIBIIYIO TTPOOIEMY ISl CENBCKO-
rO XO3$IICTBA, a BbISIBJIEHUE MEXaHU3MOB aJlallTallui K
TMITOKCUY U aHOKCUU OYeHb aKTyalbHO. B mpupoaHbIx
YCJIOBUSIX TIOCJIE TIeproa 3aTOIJIEHUS! YPOBEHb BOJbI
BCeT/la CHUXKAETCS 1 B Cpely BO3BPAILIA€TCS KUCIOPO/,
MO3TOMY UCC/IeNOBaHUSI, C(DOKYCUPOBAHHBIE HE TOJIBLKO
Ha U3yYEHUU IEUCTBUS TUTIO- U aHOKCUU, HO U Ha TTOCT-
AHOKCUYECKOM MEPUOJIE TAKXKE MPEICTaBISIOT 0O0Jb-
11Ol MHTEPEC He TOJIbKO C HAyYHOU TOYKY 3pEeHUsl, HO
U 7151 pellieHrs] TIPUKJIaAHbIX 3a/1a4, CBSI3aHHbIX C MO~
BBILLIEHUEM YCTOMYMBOCTU pacTeHUi. OmHAKO HY>KHO
3aMETUTb, UTO OOJIbIIasi YaCTh UCCIENOBaHWM, TOCBSI-
IIEHHBIX OKUCIUTEIbHBIM MTOBPEXIEHUSIM pacTeHU
U 3allMTE OT HUX, CKOHLIEHTPUPOBaHA Ha MOJEIUPO-
BaHUM OECKUCJIOPOAHON cpeldbl B JIaOOpPaTOPHBIX
YCJIOBUSIX, TOTJa KaK MOCTTUMOKCUYECKU WU MO-
CTaHOKCUYECKHW 3Tanbl U3y4yeHbl OYEHDb CKYIHO, U B
paboTtax, MOCBSIIEHHBIX 3TOI IpobJjeMe, 3a4acTylo
OTCYTCTBYET YeTKasl TepMUHoJorus. Yaine Bcero ro-
BOPSIT O MOCTAHOKCUYECKUX MOBpexaeHusx [17—19],
MPU 3TOM MHOTUE aBTOPbI HE BBIACSIIOT MOCTAHOK-
CUI0 B 0COOBII T BO3EHCTBUS, CUMTAS €€ TTPSIMbIM
MPOJIOJLKEHUEM NIECTPYKTUBHBIX MPOIIECCOB, KOTO-
pble ObLIM HayaThl BO BpeMsl MPeObIBaHUSI PaCTEHUSI B
YCIIOBHMSIX KUCJIOPOOHOIT HemoctaTtoyHoctu [1, 20].
TeMm He MeHee, B JuTepaType BCTpeUaeTCs TakxXKe U
TEepMUH “TIOcTaHOKcHYecKuii crpecc” [13, 21]. B Ha-
cTosillieM 0030pe CHUCTEMATU3UPOBAHbI HAKOILUIEH-
HblE JaHHBIE TI0 MCCJIENOBAHUIO TTOCTAHOKCUHU, UTO
MO3BOJIUJIO YETKO BBIIEJUTH KJIIOUYEeBbIE OCOOEHHO-
CTU IaHHOTO BO3/IeHCTBUSI.

BJIUSAHUE KUCJIOPOAHON
HEJOCTATOYHOCTHU HA PACTEHUA
M CITOCOBDbI 3AILIMUTBI OT HEE

HeTtanpbHOe pacCMOTpeHHUE Pe3yJabTaTOB BO3MCH-
CTBUS KMCIIOPOTHOM HEAOCTATOUHOCTU Ha PACTEHUS He
SIBIISIETCSI LIEJIBIO JAHHOTO 0030pa (IT0ApPOOHO OMMCAHO B
[4—7, 9, 13]), omHaKO COBCEM OOOMTH CTOPOHOM 3TOT
BOIIPOC HeJTb3s1. MOJeKyISIpHbIE COOBITUSI, TIPOMCXOISI-
ILI1e BO BpeMsl aHOKCUU, MOTYT OKa3aThbCsl 3HAYNMMBbIMU
Y B ITOCTAHOKCUYECKUIA TIEpUOI, IPUYEM KaK ISl BO3-
HUKAIOIINX TTOBPEXICHUI, TaK W pa3BUTUS TIpeanarn-
TUBHOTO COCTOSIHUSI K TOCJICAYIOIIEMY TOSBJICHUIO
KHUCJIOpoa B cpejie.

Kak ykazaHo BbIIlIE, pacTeHUSI MOTYT OKa3aThbCsl B
cpede C IMOJIHBIM OTCYTCTBHMEM Kuciaopona (aHOKCHS)
WIM C €r0 TOHIDKEHHOM KOHIIEHTpalueid (TUIIOKCHS).
Cyl11ecTBYeT HECKOJIbKO CLIEHApUEB 3aTOIICHUS, TTPO-
BOLIMPYIOIINX KUCJIOPOOHYIO HEAOCTATOYHOCTD: IIOMI-
ToIUIeHre pusocdepbl (waterlogging), nmpuBomsiee K
JIOKQJIbHOI KOPHEBOI TMITOKCUW W aHOKCUM (pa3BU-
BaeTCsl BCIICACTBUE NESITEILHOCTA ITOYBEHHBIX OaKTe-
pUii, KOPHEBBIX CUCTEM PACTEHUIA U TIPOYEii TIOUBEHHOM
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O0moTHI) [8], a TaKKe ITOJTHOE 3aTOIUICHHE PaCTeHUS
(submergence, flooding), yaiiie IBIgIOLIESCS TPUIM-
HOM ToTaJIbHOI aHoKcuu. [TocneacTBUsIMM 3aTOILIIC-
HUS SIBJISTIOTCS COKpaleHue guddy3nm Kuciaopoaa
[22], yrmekucnoro ra3a [23] u atuneHa [24], a Takke
HaKOIJIEHE TOKCUYHBIX NIOHOB B ITOYBE [5], 4TO Biie-
YeT 3a CO00if MHTMOMpPOBaHNE a3pOOHOTO IBIXaHUS
[7,9, 13, 25] u HapymieHue ¢oTocuHTE3a [26].

B 11e710M, mymutesibHOE KMCIOPOTHOE TOJIONAHUE BbI-
3bIBACT SHEPreTUUECKUIA KPUBUC, allUI03 LIUTOIIA3MBbl,
MIPOBOIIMPYET HAKOIUIEHNE TOKCUYHBIX IIPOAYKTOB 00-
M€Ha, B 4acTHOCTH, aueraibaeruna [5, 9]. ITomumo
3TOr0 aHA’pPOOMO3 CHMXKAET OOLIMI CUHTEe3 Oeaka
[9], mHOYMpYeT TeHepalio AKTUBHBIX (DOPM KHCIIOPO-
nawuasora[19, 27, 28], KoTophble 3aITyCKaroT ITePEeKICHOE
oxkucaeHue urmuaos (ITOJI) [29]. B ycinoBusix aHaspo-
011032 CTUMYJIMPYETCs IJINKOJIN3, a TAaKXKe CIIUPTOBOE 1
MoJ04YHOKMcIIoe OpoxeHus [5, 9]. [Ipu aTom ObICT-
past aKTUBAlIMs JIaKTaTAeTrMapOoreHas3bl, HabIomae-
Masi Y MHOTMX PacTeHMI, MOXET OBITh NPUYMHOM
MIEPBOHAYAILHOIO 3aKMCJIEHUSI LIMTOILIAa3Mbl, a 3a-
TEeM CO BpeMeHeM HauuHaeT IpeobJ1afaTh CIUPTOBOE
6poxxeHue [6, 30].

YCTOMYMBOCTh K KUCJIIOPOAHOI HETOCTATOYHOCTHU
MIPEACTaBIISIET CO00M KOHTUHYYM (PM3MOJIOTUYECKUX
M MeTabOJMYEeCKNX ITPUCITOCOONICHUM, KpallHUMM
BapHMaHTaMM KOTOPOTO SIBJISIIOTCS IBE CTpaTeTUM: aK-
TUBHOE M30eraHue KHUCIOPOIHON HEeIOCTATOYHOCTU
(low oxygen escape syndrome, LOES) u maccuBHas
ctpaterusi mokos (low oxygen quiescence syndrome,
LOQS) [31]. [TepBas cTpaTerust XxapaKTe pu3yeTCsI 13-
OeraHmeM TUITOKCUU C COOTBETCTBYIOIIMMU MOP(dOII0-
TMYECKUMU U3MEHEHUSIMU — OBICTPBIM POCTOM TO0E-
rOB, TMIIOHACTIYECKIM M3rMOOM JIMCTHEB, 00pa30BaHM-
€M ad’peHXMMbI, 3aKJIaAKOM IIPUIATOYHBIX KOPHEM,
Mpeodpa3oBaHUEM aHATOMUM JIUCThEB ISl YIydIIEHUST
muddy3un ra3oB U T.00. [4—6, 23, 32—34]. dopmupoBa-
HUE adPEHXUMBbI IIPOMCXOIUT I101 KOHTPOJEM TOp-
MOHAaJILHO# CUCTEeMBI, B IEPBYIO OUepeb, 3TUeHa. B
€€ 3aKJIagKy TakKKe BOBJIEUEHBI aKTHMBHBIC (hOPMBI
KMCJIOpOa U KaJlbliMeBble BOJIHLI [4, 6, 35—37]. Poab
3TUJIEHA B 3TOM Mpoliecce TePeKINKAETCS C IPYyTUMU
¢uToropMmoHaMu: OH TopMo3uT curHaauHr ABK, He-
raTMBHO BJIUSISI HE €€ ColiepKaHue B moderax, M Ofi-
HOBpPEMEHHO MOBBIIIAET coaepkaHue rndoepeIMHOB
u aykcuHa [35]. [ToMmumo 00pa3oBaHUSI a3pEHXUMBI,
BaXKHOM aganTaleit spisieTcst GopMUpPOBaHME Ta30-
BOI IMJIEHKUW Ha TUAPO(POOHOM MOBEPXHOCTU CTEOJICHA
W JINCThEB 3aTOIUICHHBIX pACTeHMI1, KOTOpass Heo0-
XoayMa Kak Ui TpaHCIIOpTa BO34yXa C HaIBOIHOM
MOBEPXHOCTU, TaK U IJIsl TIPOTeKaHUsI MOJABOIHOTO
dorocuHTe3a [4, 6]. Puc, Hanmpumep, crmocoOeH IoI-
JIepXKUBaTh TaKyl0 ra30BYyIO IUICHKY Ha IIPOTSKEHUU
4—5 npHeit 3atoruteHus [38]. Jpyroii aganramnyeii siBisi-
eTcs (opMUpoBaHUE MNOBEPXHOCTHBHIX IIPUIATOYHBIX
KopHeii [4]. Y HeKoTOpbIX THAPO(DUTOB, HAIIPUMED, JIa-
noHHuka (Cotula coronopifolia) W craHOSITOTHUKA
(Meionectes brownii), B 3TUX KOPHSIX pa3BUBAIOTCS
XJIOPOILIACTHI, YTO IIO3BOJISIET BhIpaOaThIBATh KMCJIO-

poxn npu Hammuuu cBeTa [39]. LOES y puca KoHTpO-
Jupyetcsl akcnpeccueii reHoB SNORKEL1 (SKI) u
SNORKEL?2 (SK2) n3 cemeiictBa ERF-VII (ethylene
response factor). OHu cTuMynupytoT HakorieHue ['K u
MOBBIIIAIOT YYBCTBUTEILHOCTb K HUM B MEXKIOY3JHSIX,
YTO 3aIycKaeT MHTepKaIsIpHBIi pocT [40]. Kiraza Sn-
RKIA (sucrose-nonfermentingl-related protein ki-
nase 1A) oTBedaeT 3a peryysalrIio pacliaaa yrjieBOIOB
JUIST obecrieueHUsI yCKOpeHHOTO pocTa. B pesynbraTe
B3aUMOJEMCTBUSI C  (PAKTOPOM  TPaHCKPUIIIINU
MYBS1 oHa IpuBOIUT K 3aITyCcKy 3KCITPECCUM TeHa
Ol-aMuJIa3bl, YTO OCOOEHHO BaXXKHO MPU MpOopacTaHUU
ceMsIH. B ycnoBUSIX HemocTaTkKa KHUCJIOpOIa HpOTe-
nHkuHaza CIPK15 (calcineurin B-like protein-inter-
acting protein kinase 15) unnnmuupyetr SnRK1A-3aBu-
CHUMBII KacKaJ aHa’pOOHOro paculerieHUsI Kpaxma-
na [41].

Bropas ctparerust (LOQS) xapakrepusyeTcs
CHIXXEHUEM CKOPOCTH POCTAa M COXpaHEHHEM MeTa-
6onueckoii sHepruu. [1pu atom ATD, reHepupo-
BaHHasI 3a CYET MeTaboJIM3Ma Kpaxmalia, IITUKOI13a
1 OpOKEHUST, paCXOAyeTCsI, MpeKIe BCero, Ha CUHTE3
OEJIKOB, BOBJICYCHHBIX B MeMOpaHHBIM TPaHCIIOPT,
3amuty ot A@K u 11arnepoHHy0 aKTUBHOCTS [4, 42,
43]. D10 coueTaeTcs C IKOHOMUEI PHEPIUM 3a CUET
TOPMOXKEHUS KJICTOYHOTO JeJIEHUS U POCTa, CUHTE3a
JHK, 6enka, coopku puboOCoM M CHMHTE3a KOMIIO-
HEHTOB KJIeTouHOM cTeHKM [44]. SUBIA (Takxke oT-
Hocsmuiica K ERF-VII) — rnaBHbIi hakTOp peryisi-
i LOQS y puca, mogaBiasiolIMii CUHTE3 3TUJICHA,
YTO MPUBOAUT K PENPECCUU TMTPOAYKIIUN THOOepeo-
Boii kuciyioTel (I'K), a Takke yBeauMyuBaeT YpOBEHb
OGpacCUHOCTEPOMIOB, CIIOCOOCTBYIONINUX AeTpagallui
onoJiornuyeckn aktuBHOM 'K n akkymMmyssiiimm 6enka
SLENDER RICE1 (SLR1), 1omojJHUTEJILHO perpec-
cupyromero curHaauar 'K [45]. SUBIA topmo3ur
MoTpebJIeHUE YIJICBOIOB ITyTEeM TTOAABJIEHUSI SKCITpec-
CHV TEHOB CaxapO30CUHTA3bl ¥ aMuJa3kl [46].

IMpuHIUTIMATBHO BaXKHO, YTO B 00EUX CTpATETUsIX
MeTa0OoMIeCKN M (PU3NOJTOTUYECKIIT OTBETHI 3a-
MyCKAIOTCSl 3TUJICH-3aBUCUMBIMM TPAHCKPUIIIOH -
BeIMH pakTopamu SK1, 2 m SUBIA, oTHOCSIIMMUCS
K ERF-VII [47]. V A. thaliana B perynsiiuu aHOKCH-
YeCKOro OTBeTa TOXe NMPUHUMAIOT yyacTue (hakTopbl
ERF-VII. Tpu dakropa RAP2 (RELATED TO AP2) —
RAP2.2 (ERF75), RAP2.3 (ERF72/EBP) u RAP2.12
(ERF74) — KOHCTUTYTMBHO CHUHTE3UPYIOTCS IIpU
HOPMOKCHUU U CTUMYJIMPYIOTCS TIOH, ACUCTBUEM BTH-
neHa [43]. Eme nBa ¢pakropa HRE (HYPOXIA RE-
SPONSIVE ERF) — HREI1 (ERF73) u HRE2
(ERF71) — akTMBHO MHAYLUPYIOTCS B 6€CKUCIOPO/I-
Hoit cpene [4]. D™u ERF-VII dakropsr B 1mipucyr-
CTBUM KUCJIOPOAA OYeHb OBICTPO MOJABEPraloTcs Mpo-
Teoau3y 1o npaBuwiy N-KoHua. B 6eckuciopogHoit
cpene, HaoObopoT, oHM crabuamn3upyiorcss, RAP2.12
MUTPUPYET B SIAPO, TAE 3aMyCcKaeT SKCIPEeCCUI0 TeHOB
TUIIOKCUYECKOTO OTBeTa, B ToM unciae HRE1/2 (2, 47].
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B rumo/aHoKCHMYECKMX YCIOBUSIX TeHepalus
ADK B TKaHIX A. thaliana npoucXoauT, IIIaBHBIM 00-
pa3oMm, B I1a3MaTudeckuii memopaHe yepe3 RBOH
(Respiratory Burst Oxidase Homologs) 1 B MUTOXOH-
npusix [48]. RBOH — 310 TpaHcMeMOpaHHbBIE peryIupy-
eMbIe CBSI3bIBAHMEM KaJIbIYs M (POCHOpMIMPOBAaHUEM
HAJI®H-okcumasel, Katanusupyoonye (GopMupoBa-
HUE CYMNEepOKCUIa C OKHCJIEHHEM BOCCTAHOBJICHHOTO
HAID®H. RbohD — onunx n3 10 RBOH reHOB, aKTUBH-
PYIOIIMIACS IIPY HU3KMX KOHIIEHTPALIMSIX KUCIOpOaa
[48]. AktuBanimst RBOH takke Bo3MOXXKHa HA ypOBHE
CUHTe3a OeKa Impu oMol MajblXx G-0eJIKoB, Ta-
kux Kak ROP y A. thaliana [49] u OsRacl y puca [50].
B perynsuun ob6pasoBanusg APK B MUTOXOHIPUSIX
MIpUHUMaeT ydacTue knHaza MAPKG6, Kotopast Heo0-
XooyMa UISI TTOAAepXKaHUS XM3HECIIOCOOHOCTH B
OeCKHMCIOPOAHBIX YCIOBUIX [51].

3amuTta ot AOK MoxeT obecrieynBaThCsl ajibTep-
HaTuBHOI okcunazoit (AOX). OHa TpaHcriopTUpyeT 4
9JIEKTPOHA OT YOMXMHOHA K KHUCJIOpPOAY, TeM cCaMbIM
npenorBpaiiast reHepamumio ADK u3-3a mepeBoccTa-
HOBJICHHOTO IyJla yOUXWHOHOB. AKTuBaius AOX y
A. thaliana vimm cBepxakcnpeccust AOX1a 3 A. thaliana
B Tabake CylleCTBEHHO MOHMXaja npoaykuunio ADK
B MUTOXOHApPUSIX [52], TOrna Kak ee MHTUOMpOBaHUE,
HaIpPOTUB, BJIEKJIO 32 COO0I MHTEHCUDUKALIUIO CBO-
0OMHO-paIuKaNbHBIX peaklMii. B KOpHIX suMeHs
akTuBHOCTb AOX Bo3pacTaja noji AeMCTBUEM aHOK-
cum [53].

B 3amuty ot akTUBHBIX (hDOpPM a30Ta BHOCSIT CBOit
BKJIaJ (GUTOIIOOMHBI (pacTUTEIbHbIE HECUMOMUOTH -
YeCcKre reMOTJIOOMHBI), KOTOpble HEUTPaTU3YIOT OK-
cun asora (NO) [54]. Dkcnpeccust TeHOB (DUTOTIIO-
OMHOB BO3pacTaeT IIpu rTurnokcuu [52, 55], a ypoBeHb
9KCIPECCUU CBSI3aH C YCTOMUYMBOCTBIO K 3aTOTIEHUTO
[55]. I1pu skcriepuMeHTaIbHO MHAYKIINY (PUTOLIO-
OMHOB OBIJIO MOJIYYECHO YIyUIIeHUEe SHEPreTUUECKO-
IO COCTOSTHMSI M POCTa KJIETOK apaOuaoricuca, Jito-
LEepHHBI U KyKypy3bl [55]. UCTOYHMKOM OKCcHaa a30Ta
SIBJISIETCSI BOCCTAHOBJIEHUE HUTpaTa, KOTOPOE MO3BO-
qstet peokucasatb HAJI(®)H B xone Tak Ha3bIBaeMoO-
ro “HUTPATHOTO IbIXaHUs’, YTO OCOOEHHO 3HAYMMO
B BOCCTAaHOBUTEJIBHONI aHa3pOoOHOIT atMOocdepe [6, 7,
9,27, 54].

IMMOBPEXIEHWA PACTEHUI
TP ITOCTAHOKCHUUN

BosBpaiiieHue pacTeHus B YCJIIOBUSI HOpMaIbHOM
a’palyy IOCJIe HaXOXIEHUS B OECKMCIOPOMTHON
cpee Ha3bIBaeTCS peaspalyeil WM peoOKCUTeHaLe.
OueBUIHO, YTO OHO 3aBUCHUT OT TUIIA IIPEIIIeCTBYIOIIC-
o OECKMCIOPOIHOTO BO3ICHCTBUS: 3a TUTIOKCHEH Clie-
JIyeT MOCTTUITIOKCHUSI, 32 aHOKCUEM — MOCTAaHOKCHSI.
B npupone 3ToT (heHOMEH MMEET MECTO IIPU YXOIe
BOIBI IIOCJI€ 3aTOIUIEHUsI — mocT3artoruieHun (de-
submergence). Bo Bcex BhIlI€ONMMCAaHHBIX CIy4asiX B
pacTeHMU pa3BUBAIOTCS ITOCTTUIIOKCUYECKME/TI0-
CTAaHOKCHYECKHNE ITOBPEXKIEHUS, IIOPOXKICHHBIE,

®U3UOJIOTHS PACTEHUN Ne 1

TOM 67 2020

[JIABHBIM 00pa30M, UHTEHCU(MUKALINEH TeCTPYKTUB-
HBIX OKMCJIMTEIBHBIX MOIU(MUKALIVIA.

BriepBbie Ha peHOMEH IMMOCTAHOKCHUYECKOTO IO-
BpexneHus oopatui BHuMaHue R. Crawford ¢ coaBr.
[56—58]. T1o3ke OBLIO OTMEUYEHO CXOICTBO MOCTAa-
HOKCUYECKUX TTOBPEXICHUI y pacTeHU U XMBOT-
HbIx [17]. TTo Bo3BpallleHUM B YCJIOBUSI HOPMAJIbHOM
aspaly Bo3MoxkHa 6eicTpast mponykimst ADK: mocie
HaKOIUJIEHUs CYIIepOKCHUIa BO BpeMsl aHOKCUU Hayu-
HaeTcs TPOAYKLMSI TEepeKUCH BOIOpOAA, UYTO BIIO-
CJIEICTBUM MPUBOJIUT K OOPa30BaHUIO TMAPOKCUTBHO-
ro paavKaja U CMHIJIETHOTro Kucijiopoja (puc. 1) [59].

Ilpu cHuXeHUu ApIXxaTesibHOro Merabosu3Ma B
MUTOXOHAPUSIX MPOIYLIUPYETCS CyNEepOKCUI, KOTO-
peiii mpu ydactum cyrnepoxkcumaucmyrtasbl (COJ)
npeBpallaeTcd B nepekuch Bogopoaa [60]. UMeHHO
CYIIepOKCHU U MEPEKUCh MOXHO CUYUTATh MapKePHbI-
mu ADK B mepuon mocranokcuu [27]. ITomumo 3t0-
To, CyIIepOKCH], CITOCOOSH 00pa30BhIBATHCSI B MUTO-
XOHJIPUSIX U3-3a YTeUKH 3J1eKTpoHOB [59]. ITponyk-
1IMs TIepeKUCU BOAOPOAA, UHIAYLMPOBaHHAs ellle B
MeproJi aHOKCUU, BIIEpBble OblJIa BU3yaJIM3MPOBaHa
METOIOM 3JIEKTPOHHOU MuKpockonuu [28]. Ycroii-
yuBble K aHOKcUM puc (0. sativa) 1 upuc 60JOTHBIN
(Iris pseudacorus) TeMOHCTPUPOBAIN AKKYMYJISILIIO
MepoKCUIa BOAOPOAA TOJIBKO TOCIE TIPOIOIKUTEb-
Hoii aHokcuu (7 mHei mnst O. sativa n 45 mHe IS
1. pseudacorus), Torma Kak B TKaHSIX HEYCTOMYMBBIX BU-
JoB (rmueHuusl ( 7riticum aestivum) 1 ipuca repMaHCKO-
ro (1. germanica)) epoKcu BOIopoaa 00pa3oBbIBAJICS B
KJIETKaX KOPHEBOM MapeHXUMbl B 3HAYMUTEIbHBIX KO-
YyecTBax yXKe MpU KpaTKOCPOUHOM BozaeicTBum (3 u
8 mHeil, COOTBETCTBEHHO) [28].

CuHte3dy ADK crnocoOCTByeT XapakKTepHOE JIst
AHOKCUYECKMX TKaHel ucromeHne 3armacoB AT
(puc. 1), mepeBoCCTaHOBJIEHHBIN ITyJ1 2JIEKTPOHOB B
OTL u BoccTaHOBUTEIbHAsI aTMOC(hepa B LIeJIOM, TaK
YTO HEYAWBUTEIbHO, 4YTO IUddYy3Usa Kuciopona B
elle HeJaBHO aHadpPOOHBIE TKAHU KUCJIOpoaa obec-
MevyrMBaeT HeMEIJICHHOe Da3BUTHE MOCTaHOKCUYEe-
CKMX OKUCIIMTENbHBIX TToBpexaeHuii [61]. Kpome To-
ro, u3-3a 1eunTa SJHepruu Npyu aHOKCUHU, B TIEPUO/T
peoKCUTeHalluu MeTaboJIM3M YCKOpSIETCSI MOJIHUE-
HOCHO, CTAHOBSICh MPUYUHOI HATIPSI)KEHHOK pPabOThI
MUTOXOHJPUI U MOCTIEAYIOIIETO TTOBCEMECTHOTO 00~
pasoBaHusi ADK u pa3BUTHUS TOCTAHOKCUYECKUX MO~
BpexmeHuii [19].

OKUCIIUTETBHBIN CTPECC ITPOBOLIMPYET OKCUIATHB-
HYIO JIECTPYKLIUIO OEJIKOB, HYKJIEMHOBBIX KHUCJIOT U, B
MEPBYIO ouepeab, TUNUIoB [58, 59]. JIunuaHble mepox-
CHU-paJuKallbl BIOCIEACTBUM YCYIYOJISIFOT IIPOLIECC
¢dparmeHTaLMuU 1 nerpamanuu Mmemopas [59]. Haunbo-
Jiee TOABEPKECHHBIMU CBOOOIHOpAAMKAJIBHBIM ITIO-
BPEXIEHUSIM MOJIEKYJIaMU B KJIETKE SBJISTFOTCS MOV~
HEHACBIIIEHHbIE XUPHbIE KHUCIOTHL. [loBpexmeHue
JKUPHBIX KMCJIOT B XOJIe ITIOCTAHOKCUU CYUTAETCSI OC-
HOBHBIM ITaryOHBIM MEXaHU3MOM OeCTPYKTUBHBIX
monndukanuii. [loMmmMo 3TOrO, COKpalieHne 3Hep-
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IHIMKOB wu np.

ITocraHokcnuyeckue
MOBPEXIACHUS

Henocrarok sHepruu
[TepeBoccTaHOBICHUE TTyJ1a
nepeHocunkoB DTLL
BricBoOOXIEeHME KMPHBIX KMCIIOT
U3 MeMOpaH
I'enepaunst ADK u niepekrcHoe
OKMCJICHUE JIUTUI0B

doTonHrM6MpoBaHUE

3aKuCIeHNE IIUTOIIa3MBbl

Haxorurenue aneranpaeruma

O6pa3oBaHUe TITMOKCAIIS

VTeuka 31eKTPOJIUTOB ADK: H,0,, -0, ‘OH

Iloteps Biaru

Va3BUMOCTD K MaTOreHaM

u ¢purodaram Crioco0bl 3a1UTHI

|

VYBenuyeHue akTMUBHOCTU
aJTBTepHaTI/IBHOﬁ OKCHIa3bl

AKTUBaLIYS CYIIEpOKCHAANCMYTa3bl

CHHTE3 epOKCUPEIOKCUHOB

Ycunenue 0MocuMHTE3a
mIyTaTUOHA U ackopbaTa

Munykiuys ackopoar-
[JTyTaTUOHOBOTO LIMKJIA

Haxormenue amanmnna

AXTHUBaLIMS aJIKOTOJIb-
U aJlbAeTUIACTUAPOreHas

Pa6ora JIAKTOIJIYyTaTUOHA3hbI

CTpeccoBble (PUTOTOPMOHBI: HaxorureHue ctpeccoBbIX
JKaCMOHOBasl K-Ta, — ¢duToropmMoHoOB 1
abcuu30Bast K-Ta, 3TUJIEH TPAHCKPUTILIMOHHBIX (DaKTOPOB

Puc. 1. OcCHOBHbIE MEXaHU3MbI ITOBPEXIECHMI ITPKU IMTOCTAHOKCHUU U CITOCOOBI 60pbObI ¢ HUMU. Bo3neiicTBre MOCTAaHOKCUM CBO-
JIUTCS B MEePBYIO ouepenb K HakorieHno ADPK 1 cBSI3aHHBIM C HUMU TTOBPEXICHUSM (MM MPOTUBOCTOSAT HU3KOMOJIEKYJISIP-
Hble BOCCTAHOBUTEIN Y aHTUOKCUIAHTHBIE (DepMEHTBI), BTOpasi TPyIINa MOBPEXIESHU I BbI3bIBAETCS TOKCUYHBIMU MPOAYKTaAMU
0o0MeHa, aleTalbAeTUIOM U METUITIIMOKcaieM. MeTaboJIMueCKMMU MTPUCITOCOOTIEHUSIMUA B OOpb0Ee C HUMU SIBJISIETCSI aKTUBa-
11151 pabOoThl AJIKOTOJIb- M ajbAeTUAIeIMIpOreHas, aJaHnHaMUHOTpacdepas v JTaKTorayTaTuOHIMa3. TpeTbio rpymnimny nmoBpe-
KIEHUI COCTaBJISIIOT MOCJIEACTBUS UCCYILIEHUsI, a TAKXKe BO3HUKAIOIIAs BCJICICTBUE NEUCTBUS BBILIEYITOMSIHYTHIX (haKTOPOB
MOBBIIIEHHAs] YyBCTBUTEJIBHOCTH K MaToreHaM u utodaram (AJist IpOTUBOCTOSIHUSI 9TOMY B paCTeHUU 3a7eiICTBOBaHbI Mexa-
HU3MBI 3alUThI OT 3aCYX1 U NTATOTEHOB). B pery/silimy 3TX NMpUcnocobIeHU YYacTBYIOT CTPECCOBbIC TPAHCKPUITLIIMOHHbIE
dakTopsl 1 huTOoropMoHsl. TakuM 06pa3oM, YHUKATbHOCTb MOCTAHOKCUYECKHX ITOBPEXKIEHU COCTOUT B KOMILJIEKCHOM Jeii-
CTBMM TOCJICACTBUI aHOKCHUU, 3aCyXU U ITaTOreHe3a.
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FMH, allla03 LUTOIJIA3Mbl, yTeuKa B3JIEKTPOJIUTOB,
IOTEPsl BJIar U HAKOILIEHME TOKCUYHBIX IIPOIYKTOB
aHa’pOOHOTO MeTaboJM3Ma B COBOKYITHOCTH CYIIIE-
CTBEHHO CHIKAIOT BLDKMBAEMOCTh PACTEHUIA, BHOCS
CBOI BKJIaJI B MOCTAHOKCUYECKUE TTOBPEXICHUS U
IIPUBOIS K IIPOTPaAaMMMPYEMOI KJIETOYHOI TIrOenn
Wi HeKpo3y [41, 62]. JlocTaTOYHO pacipoCTpaHEHO
MHEHHE O TOM, YTO TTOBPEXISHUS BO BPEMSI PEOKCH-
TreHaI MOTYT OBITh 00JIee CEPhe3HBIMM, YEM OT T~
MMOKCHM,/aHOKCHHU KaK TakoBoii [10].

duxkcamys pacTUTEILHOTO MaTepHaja B a3po0-
HBIX YCJIOBUSIX TIOCJIe UIMTEJIbHOTO aHa’pobuosa
MIPUBOINJIA K YCWJICHUIO MEePOKCUAALUN JTUIIMIOB 1
aKKyMYJISIIMKA KOHEeYHBIX ITpoaykKToB [10OJI B KopHsIX
IPOPOCTKOB MILIEHUIIBI X pUca, IIPA 3TOM Y IIIIEHULIBI
HaKaIUIMBAJIOCh Ha TpeThb OoJblie IpoaykToB ITOJ,
yeM y Gosiee ycroitumBoro puca [63]. MHTepecHO, 4TO
MpU aHa’pPOOHOU (UKcallM YPOBEHb M3MEPSIEMOTO
I1OJI 6611 MeHblIe. MHBIMY CJTOBaMU, IIPOLIECCHI JIe-
CTPYKTUBHOTO OKMCJICHHMSI MeMOpaH HAaUYMHAIVCh eIIe
MPpU aHOKCHU, HO CYIIIEeCTBEHHO MHTEHCU(UILIMPOBA-
JIMCh JIUIIB TIPU peoKcureHauu. JlodaBieHue o-To-
Kodeposa (ButamuHa E) BBI3BIBajO0 yMEHBIIICHNE
ITOJI, mpu 3TOM y HILIEHUIIBI BO3[EICTBUE OBLIO 3HA-
YMMBIM JIMIIb Ha IJIMTEJIbHBIX CPOKaX aHa3poOduo3a
[63]. Cxoxue pe3ynbTaThl ObUIM IIOJYYEHBI U MPU
U3y4eHUU BIAUSTHUSI aHOKcUUY Ha ypoBeHb ITOJI u 3a-
IIUTHOE AeiicTBUEe ToKOdepoiia B Imoderax mpopocT-
KOB ITIIIEHUIIBI 1 puca [29].

ITocTaHoKCcHS accoMMpOBaHAa C HAKOIUICHUEM
JTUEHOBBIX U TPUEHOBBIX KOHBIOTATOB XXUPHBIX KHC-
ot (nepsuyHble nHTepMenuatel I10J1) u TBK-pe-
aKTUBHBIX (KOHeuHbIX) npoaykToB ITOJI B KopHsIx
HeycTouuBbIX 1. germanica v T. aestivum, a Tak:Ke oBca
(Avena sativa), a TONTOBpeMEHHOE IIPeObIBAaHIE B AaHOK-
cuu (45 mHeit) mprUBOOWIIO K cXoxeMy 3¢h¢heKTy B TKa-
HsIX ycToituuBoro /. pseudacorus [64]. Ilpomomkureib-
HOCTh aHOKCHUYECKOIO BO3IEUCTBUSI, MPEOIICCTBYIO-
IIIETO peaspalvy, CIY>KUT OIpeaeIsIIoInM (haKTOpOM
JIJISI THTEHCUBHOCTU TTOCTAHOKCUYECKUX TTOBPEXKIC-
HUil. HammpuMep, mist KyJabTyphl KJIETOK KapTodelis
MoKa3aH AByx¢a3HbIi OTBET Ha aHOKcHIo. Ha cpokax
KHUCJIOPOJITHOTO rojiogaHus a0 12 4 He ObLI0 3apuKcu-
pPOBaHO BBICBOOOXKIEHUS XXUPHBIX KUCIOT U3 MEM-
OpaH, ToTIa Kak 1mociie 12 9 Bo3neiicTBUS HaOJIIomaIn
MPOAYKIINIO CBOOOIHBIX KUPHBIX KUCJIOT, MOIIEP-
KUBaeMylo aluiIruapoiasoii. Iloxoxass cuTyanus
ObLIa BBISIBIIEHA U IIPU peadpalliid: WHTEHCUBHBII
TUAPOJIN3 JIMTIUAOB 3aMevaii TOJIBKO B XOJe pedpa-
LI, KOTOPOM MpeallecTBOBala JJIUTEIbHAsS aHOK-
cus [21].

JleTanpHOE WCCIIeNOBaHWE ITOCTAHOKCUM OBLIO
MNpoJieJaHO U B KIyOHsIX KapTodeias. OHU XapaKTe-
PU30BaJIUCh BLICOKOM YYBCTBUTEILHOCTHIO K HEIO-
CcTaTKy Kucjopozaa [65]. AHokcus B TeueHue 48—72 4
IIPUBOJINJIA K TOMY, YTO PACTEHUS KapTodes Tepsuin
KU3HECOCOOHOCTh. DTO KOPPEIUPOBAJIO C UCTOIIIE-
HueM coaepxaHust AT® u nmomaBleHUEM MUTOXOH-
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IpuanbHoro apixaHus. [lomumo 3toro, peokcureHa-
1IMs1 IPOBOLIMPOBaIa HakorwieHue TpoaykrtoB I1OJI, B
YaCTHOCTHU, CYIIIECTBEHHOE HaKOIJIeHUe 3TaHa Ha0JIto-
JIaJIv B TEUEHME 2 U TOCTAHOKCHH, UYTO CBSI3bIBAJIU TaKXKe
C aKKyMyJISIIMel aMUHOIMKIOIIPONaHKapOOHOBOM
KHCJIOTHI U ¢ KOHbIoTaTa ¢ MajloHaToM [65]. IToka3a-
HO TakXe, 4yTo 1—2 4 aHOKcHUYeckoe BO3AeiicTBUE
BBI3BIBAJIO 00Jiee Cepbe3HbIE MOBPEXIEHUS KOpHEH
cou (Glycine max), yuem 3—5 4 BoszueiictBue. Ilpu
9TOM KpaTKOCPOYHasi aHOKCHUs C mocienyooliei
peoKcUreHalMei xapakrepusoBajiach 00jee UHTEH-
cuBHBIM o6pasoBaHueM ADPK u MeHblIei aKTUBHO-
cteio CO/I. ITo Bceif BUIMMOCTH, B HEKOTOPHIX CITy-
yasgx [JIMTEbHAs aHOKCUSI IO3BOJISIET PACTEHUIO
JIy4IIle TIOATOTOBUTHCS K IOCTaHOKCHUH [61].

B nucThSIX ;uMeHs1, TTOIBEPrHYTOro AeHCTBUIO aHOK-
cMH B TeMHOTe, Bo3pactajio cogepxxanue HA/IH, a Bo
BpeMsI TTOCTAaHOKCHU TIpourcxommio okucinenne HAJITH
J10 KOHTPOJIbHBIX 3HaUeHM [53]. B KOpHsIX aHOKCcUs
M TIOCTaHOKcHs He Biausim Ha ypoBeHb HAJI(H) Bo-
Bce. Comepxanue AT® B IMCTbIX B TEMHOTE CHUKA-
jock Ha 80%, mocturas 47% OT KOHTPOJSA B IIOCTa-
Hokcuu. B xopHsx koHueHTpauusa AT® cHuXaiach
110 65% OT KOHTpOIS, a TTocie 1 4 peaspanium ocTaBa-
Jioch Heu3MeHHbIM. [TocTaHOKCHSI TpUBOAMIIA K IBY -
KpaTHOMY YCWJIECHUIO PeCIIPAaTOPHOTO OKUCIICHUS
sk3oreHHoro HAJIH n manaTra B MUTOXOHIPHUSIX KOP-
Heli, He 0Ka3aB BAUSIHUS HA MUTOXOHAPUU MMOOETOB.
Taxke 1mocTaHOKCHUSI MHAYLAPOBAJIa aJI-TEPHATUBHYIO
OKCHIAa3y B KOPHSIX M ITPaKTUIECKU He 3aTparmBajia I1o-
oern. YpoBeHb TBK-peakTMBHBIX IPOIYKTOB U CONEP-
>KaHMe TIepeKNCY BOIOPOIa BO3PACTAI B HIOCTAHOKCUI
B KOPHSIX, TOIIa KaK B MOOETax yBeJIMUMBAJICS TOJIBKO
ypoBeHb Tiepekucu. ComepkaHrue OKHUCJISCHHOTO ac-
KopOaTa yBeJIMYMBAIOCh B II00erax, a B KOpHsIX, Ha-
IIPOTHUB, MOCTAHOKCHS IIPOBOLIMPOBajia HAKOILJICHNE
BOCCTAaHOBJICHHOI'O ackopbara, a ypoBeHb ITyTaTUO-
Ha B KOPHSX U IT00erax B IIOCTAHOKCUY YMEHBIIIAJICS
[53]. Takum obpa3om, Jaxe B Ipeeaax OgHOTO 1 TO-
IO K€ PacTeHMUSI TTOCJIeICTBUSI TIOCTAHOKCUU U CIIOCO-
OBl OOPHOBI C HEIO OTIMYAIMCHh B pa3HBIX OpraHax
(KopHSIX 1 TToderax), Ha 4To clieayeT oOpaliaTh 0CO-
60e BHUMaHUe MPU CPaBHUTEIbHBIX UCCIEIOBAHUSIX.

Hebompimoe 1mo BpeMeHH BO3IeCTBUE TUITOKCUH
(2—12 4) Ha xopHu monuHa (Lupinus luteus) mpuBo-
nuio K npoaykuuu ADK, 4To comyTcTBOBaIO HEKO-
TOPOi MHAYKIIMKA AaHTUOKCHIAHTHBIX (DEepMEHTOB
(CO/1 u nepokcuaasbl). ToIbKO IIMTEIbHASK TUTTOKCHST
C MOCJICAYIONICH PEOKCUTEHAIIMEH CYILIECTBEHHO U3Me-
HsUJIa BBDKMBAEMOCTh KJIETOK KOPHS. ABTOpPHI IIPEATIO-
JIaratroT, YTO OCHOBHOM MPUYMHOIN IOBPEXICHUN B
KOHYMKAaX KOpHel ObLIa He peOKCUTEHALIMSI, a IIpeaIie-
CTBYIOIIUI €ii Te(pUIINT KMCI0POaa, OTHAKO CIIEAyeT
YYUTBIBaTh, YTO PACTEHUSI IMOABEPrajiuCh BO3ACH-
CTBUIO ITOCTTUITOKCHUMU, a He TIocTaHoKcuu [66]. Kpo-
M€ TOTO, eIlle OJHUM HEraTMBHBIM (PaKTOPOM, CBSI-
3aHHBIM C OKMCJIMTEJIbHON PeaKIIMOHHOCIIOCOOHO-
cteio ADK 1Ipy ITOCTAaHOKCHUU, SIBISIETCSI PE3KOE
BO3BpallleHIE CBETa B OKPYKAIOIIYIO Cpedy IIpU OT-
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TOKE BOJIbI, KOTOPOE MOXET IPUBECTH K (DOTOTOKCH -
yeckoMy noBpexaeHuio ®CII, cHuKasgs MHTEHCUB-
HOCTb (otocuHTe3a (puc. 1) [67]. Peokcurenamms
yMeHblI1aeT KBaHTOBbIN Beixon MCII, Tem He MeHee,
HaJIMYMe Ta30BOI IVIEHKM Ha MOBEPXHOCTU JIMCTHEB
MOXET CHU3UTD 3TOT 3¢ heKT [4].

O0pazoBaHue alleTAILICTHIA U3 3TaHOJIa, KOHEY-
HOT'0 aHa3’pOOHOIo META0OINTA, TAKXKE SIBJISICTCS] TP~
YUHON MOCTAaHOKCUYECKOTO TMOBPEXIACHUSI KIIETOK
(puc. 1) [68]. OkucaeHME 3TaHOIA MOXKET ITPOUCXOIUTD
KJTaCCUYECKHM COCOOOM B OOpaTHOI peakllnuu, KaTa-
JmM3upyeMoii ajikoropaeruaporeHasoit (AII) [9]. Ha-
KOIUIEHUE alleTalbAeruga MOXET ObITb YCKOPEHO
MpU HAJIMYUU B Cpelie TIepeKUCHU BOIOPOa, UTO CO-
3maeT cyocTpaT i KaTajasbl MyTeM KOHBEpTallUuU
3Ta”oa J0 aueranbaeruna 6e3 HA'. Beuia nmokasa-
Ha KOppessuusi MOCTAaHOKCUYECKOM KaTaJla3HOM ak-
TUBHOCTU M UyBCTBUTEIBHOCTH K aHOKCHUM: Y MEHee
YCTOMYMBEIX BUIOB (MaHHUK (Glyceria maxima), cut-
Huk (Juncus effusus) n 1. germanica) oHa Bo3pacTajia B
OECKUCIIOPOAHBIX YCIOBUSIX, TOTAA KaK Y YCTOMYMBBIX
BUOOB — aupa (Acorus calamus), Kambiima (Schoenoplec-
tus lacustris) u I. pseudacorus — ee aKTUBHOCTb OCTa-
Bajlach IMOCTOSIHHOM [57]. 5—7-KpaTHOe HaKOIUIECHUE
aleTajgbaeruia HabIoaam0Ch B KITyOHSIX HEYCTOMYM -
BoTo Kaprodelis B Iepuoj peoKCUreHalum, oJHako
MeTabOoJIMYEeCKOTO B3PBIBHOTO OKMCJCHUSI 3TaHoJa
HE MPOUCXOAUJIO, T. K. 00pa3iibl ObLIM COOpaHbI Yye-
pe3 5 4 mocjie BO3BpallleHUsI B BO3AYIIHYIO Cpeny, a
KOHIIEHTpALIMM 3TaHOJIa OCTaBaJICh BEICOKUMU [25,
68]. bruta BeICKa3aHa TUIOTE3a, YTO B KIIYOHSIX Kap-
Todensg oueHb Majto AJII', a 1 obecriedeHUS TOJIEe-
PaHTHOCTU K TOCTAHOKCUYECKOMY IOBPEXKICHUIO
HEOOXOOUM CUHTE3 3TOro ¢hepMeHTa, €ClU TOJbKO
MCXOIHBIC €r0 YPOBHU He BBICOKME [25].

Bo Bpems nmoctanokcuu, momumo AD®K, mpomyk-
toB [1OJI u aueranbaeruaa, 3a4actyio oOpa3yroTcs
JIpyTUE TOKCUYHbIE METAOOJIUTHI, B TIEPBYIO OYEPED,
MeTUIrIMoKcab (puc. 1). MeTWIrmnoKcalb sIBJsIeT-
csl pe3yJibTaToM JedochoparpoBaHus MHTEpPMeaa-
TOB TJIMKOJIN3a, TAaKUX KaK TIHIIEpaIbaerua-3-gpoc-
¢dar win auruapokcuaneroHdocdar, YTo MPOUCXO-
JINT KaK (DepMEHTATUBHO, TaK M CHOHTaHHO [69].

HMHTepecHO, YTO CHUXKEHHME BOOHOM IPOBOIMMO-
CTH IIpY pEOKCUTEHAIIMY HAOJIFOJAeTCs JaXKe TP Ha-
Jmauu noctynHoi Biaaru [70]. I1pu 3TOM MHTEHCHUB-
HOCTb IOCTAaHOKCHUYECKOTO BO3ICICTBUS 3aBUCUT OT
JUIMTEILHOCTU OECKUCIOPOOHOro Bo3aciicTBusi. Ha-
npuMep, 7 1Hei aHOKCHUM ITPOBOLIMPOBAJIN HEMOMIpa-
BUMBIi1 KJIETOYHBI yIIIepO B JIMCThSIX pUca, TOTIa KaK
3 oIHS aHOKCUH C IIOCIeAYyIONIei peoKCUreHalmeii He
BbI3bIBaJIX 3HAYUTEIbHOTO HakorieHuss ADK u ripo-
nyktoB ITOJI, yTo mpuBOAUIIO K OBICTPOMY BOCCTA-
HOBJICHUIO HOPMaJIbHOTO (DYHKIIMOHAJIBHOTO COCTO-
aausa [70]. O6e3BoXMWBaHNE TPUBOIWIIO K IOTEpE
TYPreCLEHTHOCTU JINCTheB. Bce BHIICONMCAHHbBIE
¢axTophl CYILIECTBEHHO OCJIA0JISIM 3alllUTHBIE pe-
3€pPBbI PACTEHUSI, UTO ITOBBIIIAIO BEPOSITHOCTD MX 3a-

paXeHus TaToreHaMU U TTOBPEXIEHUS pPa3IuyHbIMU
dutodaramu [71].

Tem He MeHee, najieKo He BCeraa MOXHO TOHSTb,
SIBJISIETCS JIU TIOCTAHOKCUYECKOE MOBPEXIACHUE TO-
CJIEICTBUEM OKHUCIUTEJIbHOTO CTpecca 1M3-3a PEOKCU-
reHalu WK MPOJOJLKEHUEM aHOKCUYECKMX TTOBpe-
XneHui [ 1], 9To co3maeT mpo0aeMbl B MUHTEPIIPETALIUN
MoJIydaeMbIX pe3yJbTaToB. B HEKOTOpBIX cilydasx
OBbLIO YETKO MOKa3aHO, YTO MOBPEXIEHUS BO3ZHUKA-
IOT TOJIbKO B aHOKCUYECKUX YCJIoBUsIX. Hampumep,
aHOKCHUSI MPOBOLIMPYET YBsiIaHME KOHUYMKOB KOP-
Hell KyKypy3sl [72]. Takke Oblia BbICKa3aHa THITO-
Te3a, YTO MMOCTAHOKCUYECKOE MOBPEXICHUE SIBIISIET-
Ccsl BCEro JUllb OUOXMMHWUYECKUM IPOAOIKEHUEM
yXe HayaTbIX BO BPEMSI aHOKCUU NECTPYKTUBHBIX
mpotieccos [20].

OTHOCUTEJIBHO BO3MOXHOI CrIeIM(pUIHOCTH MO~
CTAaHOKCUYECKMX IIOBPEXICHUIA MOXHO IIPUBECTU
peakuuio acppukaHckoro puca (Oryza glaberrima) nHa
3aToIUIEHUE. DTOT PUC IIpOU3pacTaeT Ha TEPPUTOPU-
sIX OacceiHOB appMKAHCKUX peK, IS KOTOPBIX Xa-
pakTepHbI YaCThle HABOAHEHMUSI, BCJEICTBUE YET0 OH
OYEeHb XOPOIII0 aJaNTUPOBAH K JJIUTEJILHOMY 3aTOII-
JIEHUIO U CIIOCOOEH K aKTUBHOMY IIOJIBOTHOMY POCTY
[73]. CpaBHuTenbHOE uccaeaoBanue O. glaberrima n
O. sativa BBISIBWIO, 4TO B ycJIOBUsIX 31—37-1HEeBHOIO
HEepepbIBHOTO HaxoXAeHUs non Bomoit O. glaberri-
ma NeMOHCTpHPOBa 00Jiee UHTEHCUBHOE HaKOILIE-
HUe OMOMAacChl, YIJIMHEHYE, OOJIbIIYIO TUIOIIAAb JIU-
CTb€B M MHTEHCUBHOCTb ACCUMMJISIHMOHHBIX IIPO-
IIECCOB, MOKa3bIBas TE€M CaMbIM IIPEBOCXOJSIIIYIO
O. sativa pe3UCTEeHTHOCTb K neunuty Kuciaoponaa. He-
CMOTpSI Ha 3TO, IO BO3BPAIlleHNH B a3POOHBIC YCIIOBUS
O. glaberrima neMOHCTPHUPOBaJI MOHWXKEHHBIN YPOBEHb
BBDKMBaeMOCTH 1o cpaBHeHMIO ¢ O. sativa [74]. OnnHa-
KO TIPUBEACHHBIA €OWHCTBEHHBIII OOHApyKEHHBII
HaMU IpUMEP CBUIAETEIbCTBYET JUIIb O TOM, YTO HE-
00XOIUMBI JaJIbHEHIIINEe NCCIeN0BaHUS TaHHOTO (he-
HOMECHa.

MEXAHHW3MBbI SAIINUTHI .
OT ITIOCTAHOKCHUYECKUX ITOBPEXIEHNU

BbK1BaeMOCTb pacTeHMId B yCIOBUSIX KUCIOPO/I -
HOI HEIOCTATOYHOCTHU TaK>Ke 3aBUCUT OT UX CITOCO0-
HOCTH 3alllMINAThECI OT OKMUCIMUTEIBHOIO CTpecca,
KOTOPBIM BO3HUKAET IO BO3BpAllleHUM B YCJOBUS
HopMaJibHO#T aspauuu [6, 16]. I'eHepalus cBo6OI-
HBIX PaJKajoB, 6€3yCIIOBHO, 3aBUCUT OT 3(D(HEKTUB-
HOCTH pabOThl aHTUOKCUIAHTHBIX cucTeM (puc. 1), Ha-
npumep, oT padorel COI [58]. Ilepekuch Bogopona
BIOCJICACTBUM MOXET JIMKBUANPOBATLCSI pabOTOI ac-
KopOaT-myTaTnoHoBoro 1ukia [59]. Takum odpaszom,
3alUTa OT OKUCJIUTEIbHBIX ITOBPEXICHUI Ompeae-
JIIeTCSI AHTUOKCHUIAHTHBIM CTAaTyCOM KJIETKH, KOTO-
PHIii TTIOpa3yMeBaeT aKTUBHOCTh aHTMOKCUIAHTHBIX
¢epMEHTOB U JOCTATOYHOE COAEPKaHUE HU3KOMO-
JIEKYJISIPHBIX aHTUOKCUIAHTOB, B T.4. acKoOpara u
IJIyTaTHOHA, a Takke ToKodepoua [58, 59].
®UBNOJIOTUS PACTEHUN Ne 1
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B KopHSX NIIEHULBI TJINTSIbHAS aHOKCUS TIPU-
BOJIMJIa K YMEHBIIEHUIO ITIyjla BOCCTAHOBJIEHHOTO
JIyTaTUOHA, YTO CHIKAJIO OTHOIIEHNE OKMCIIEHHOTO
[JIyTaTUOHA K BOCCTAHOBJIIEHHOMY 1 OBLIIO MapKepoOM
OKHCJIUTEILHOTO CTpecca BCJICACTBHUE CHIJILHOTO
YMEHBIIIEHUSI aKTUBHOCTU TJIyTaTUOHPEIYKTa3bl BO
BpeMsI aHOKCcUU [75]. AHOKCHS BBI3BIBaJIa HAKOILIE-
HUE BOCCTAaHOBJICHHBIX (pOPM INIyTaTHOHA U acKopOa-
Ta, TOIJIa KaK pea’palys IIpOBOLIMPOBajia CIBUT B CTO-
POHY OKHUCJIEHHBIX (hOpM, UTO SIBISLUIOCH OITHUM U3
MapKepoB OKUCIUTENIbHOIO cTpecca. Bo Bpemst Kop-
HEBOIT aHOKCUM CHYZKAJIMCh aKTUBHOCTH acKopOaTIie-
pPOKCHIA3bl U TIIyTAaTUOHPEIYKTa3bl, OMHAKO BOCCTAa-
HOBJICHME YCJIIOBUI HOPMOKCHUU CITIOCOOCTBOBAJIO BO3-
BpallleHUIO aKTUBHOCTU (pepMEHTOB K KOHTPOJILHOMY
YPOBHIO, UTO TTOKA3bIBaET BOBJICYCHHOCTh acKOpOAar-
[JIyTAaTUOHOBOTO IUKJIA B ITPOTUBOCTOSIHUE HeOIaro-
MIPUSITHBIM TIOCJICACTBUSIM IOCTAHOKCUM B KOPHSIX
MMIIEHUIIBI, XOTSI OHO OBIJIO MEHEee YCIEIIHBIM, YeM B
TKaHSIX YCTOMYMBBIX pacTeHui [11].

O6paboTka nmpopocTkoB HyTa 10 MM ackopOuHO-
BOI KHMCJIOTOM yiydlllajJla BBIDXKMBAEMOCTb PAaCTEHUIA
IpU aHOKCUU U 24 4 peoxkcureHauuu [76]. ITocie
BO3ACUCTBUSA 72 4 aHOKCHM, aCKOPOMHOBAsI KMCJIOTa
MOBBIIIAJIa BEIXKMBAEMOCTh pacTeHuit ¢ 65 1o 88%, a
TakKXe yIJIMHEHNE KOpHEl oT 8 10 64% OT KOHTPOJIS.
IIpy sTOM ackopOuHOBas KHCJIOTa HE OKa3biBaja
BJIMSIHUE Ha pPacTeHHUsI B YCJIOBUSIX HOpMOKcuu. B
IIPOPOCTKAX YCTOMYMBOIO pHica OTHOIIEHHE COIEP-
>KaHUSI BOCCTAHOBJIEHHBIX M OKUCJIEHHBIX (DOPM K
0o0IIEMY COAEpKAHUIO HU3KOMOJIEKYJISIPHBIX aHTH-
OKCHJIAHTOB OBLJIO BBIIIE B MOOETax MOrpy>KeHHBIX B
BOJ1y PacCTEHMUI 10 CPaBHEHMIO C HOPMaJIbHO a3pUpO-
BaHHBIMU MTpopocTKamMu [77].

Ha Bumax He3adynkm (Myosotis) 1 KpeCTOBHUKA
(Senecio) ObL1O0 mpomemMoHcTpupoBaHo, uTto I[1OJI
CHUZKJIOCh B IMIEPUOM aHOKCUM U YBEJIUYMBAJIOCH BO
BpeMs peaspauuu [78]. MHTepecHO, 4TO peaspalus
BbI3bIBAJIA YBEJIUYECHUE OOILETO YPOBHS MIYyTATUOHA Y
HeyCTOMYUBBIX Myosotis arvensis U Senecio jacobaea,
TOTHA KaK y YCTOMUMBEIX M. palustris u S. aquaticus
ObLIM OTMEUYeHbl HEeOOJIbIIIME U3MEHEHUST OKUCIIEH-
HOM M BOCCTAaHOBJICHHON (opM INIyTaTMoHA. DTO
KOppEeJIMPOBAJIO C aKTUBHOCTBIO TIyTaTOHPEIyKTa-
3bl: B KJIETKaX HEyCTOHUUBOrO . jacobaea ee akTUB-
HOCTh Bo3pacTtajia Ha 65%, Torna Kak y S. aquaticus
OHa Bo3pacTalia JJUIb Ha 25% [78]. TakuMm o6pa3oM,
MeTabonuYecKre U3MEHEHHMS Y HEYCTOMYMBBIX pac-
TeHUU ObUIM OoJiee CyIIECTBEHHBIMU, YeM Y YCTOM-
YUBBIX.

B mocraHOKCcHM IIOCTEIIEHHOE YyBEJIWYEeHHE aK-
tTuBHOCTM COJl Habmomaam y YCTOMYMBEIX BHIOB.
Hanpumep, mocie 28 mHeil aHOKCHUU aKTUBHOCTh
aToro ¢epMeHTa B KopHeBuIlax 1. pseudacorus Obla
B 13 pa3 GoJpllIe Mo CpaBHEHUIO C HOPMOKCHUYECKUM
koHTposieM [79]. Ilpu stoM aktuBHOCTE COJl y
ycroitunBoro I. pseudacorus ObUIa BBIIIE, YeM y He-
ycroituuBoro 1. germanica [79]. OueHka ypoBHSI CBO-
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OOMHBIX PATUKAIOB METOIOM 3JIEKTPOHHOTIO IapamMar-
HUTHOTO pe30HaHca Iokaszana TpucyrctBue APK y
HeycToluuBoro [I. germanica Tiocne 7 THE aHOKCUH,
HO HE B KJIeTKax yctouuuBoro 1. pseudacorus [17]. Y
HeyCTONYMBBLIX BUIOB HakoruieHne ADK G610 Me-
Hee MHTEHCUBHBIM IIPUY J00aBJICHUM IITyTaTUOHA WUJIN
ackopomHoBoit kucaoTel [17]. Takum oOpa3om, B
TKaHSIX YCTOMYMBBIX PACTEHUIT MEXaHU3MBbI 3aIATHI
or ADK 1oaroraBinBaTCS €lle BO BpeMs aHOKCUH,
IO TIOSIBJICHMS B Cpele KMcIopoaa. AganTauus K ae-
GUIINTY KUCITOPOAA MOKET OBITh CBSI3aHA C pabOTOM
nepokcunas [80]. Hanmpumep, B amornacte prca Ha-
OJrodaay IOBBIIIEHWE aKTUBHOCTUA pabOTHI MEPOK-
cuaas, 4YTo IMOMOTaeT B JETOKCUKAIlUM aHa’pOOHO
poayunpyemoii nepekucu [81].

MccnenoBaHue aHTUOKCUAAHTOro crartyca I. ger-
manica, 1. pseudacorus, T. aestivum u O. sativa B nepuon,
pPEOKCUTEHAlIMM BBISIBUJIO MCTOLIEHUE MyJia BOCCTa-
HOBJIEHHOTO TJyTaTMOHA M acKkopbaTa y BCEX pacTe-
HUI, KpOMEe 3KCTpEMaJIbHO YCTOMUMBOIO K aHOKCUU
1. pseudacorus. I1lpu 3TOM TIpSIMOIL 3aBUCUMOCTHU BBI-
>KMBA€MOCTU PACTEHMI B IOCTAHOKCUM OT YPOBHS
aHTUOKCUIIAHTOB 3aMeveHo He ObL1o. [TonnepxxaHue
MHTErpaTHBHOIO COCTOSIHUSI MEMOPaH MpY UCTOLLEHU N
MmyJla TUAPOMDUIBHBIX AHTUOKCUIAHTOB BbIMOJIHSUIU
ruapodoodHble TokKopeponnl [82]. B morpy:keHHOM B
BOJIy puce HabJo1aiu HEOOJIbIIIOE YBEJIMUYEHNE aKTUB-
HOCTU aHTUOKCUIAHTHBIX (pepmeHTOB (CO/I, TIepoK-
cuaa3bl, MOHOAETUIPOACKOPOATPENYKTa3hl, NeTUI-
poackopbaTpenykTasbl, TyTaTUOHPEAYKTa3bl U Ka-
Tajasbl) B TeueHUe 24 4yacoB MOCTTUIIOKCUU TIOCTIe
6-ITHEBHOTO TIOJBOTHOTO POCTa, TOTMa KaK HU3KO-
MOJIEKYJISIDHBINA TJIYyTaTUOH HaKamjiuBajICs OYE€Hb
OBICTPO B 7-KpaTHOM oO0beme [77].

Jpyrum BaxKHbBIM MEXaHM3MOM 3aIlIAThI pACTCHUI
OT MOCTAHOKCUYECKOTO BO3JCUCTBUS SIBJISICTCS Je-
TOKCHKAaINS IIPOAYKTOB aHa3poOHOro ooMeHa (puc. 1).
Peaspanmg Bamsger Ha mmkoim3, nukia Kpebca m
OpoxxeHure. ALleTaJIbAETUT, HaKaIUTBAIOIIUIACS B pe-
3yJIbTaTe aHaA3POOHOTO OPOKEHMS, MOXKET IIOCTYIIAaTh
B MUTOXOHIIPUM WA OCTaBaThCs B IIUTO30JI€, II€ OH
npeBpaiaeTcs B 3taHoi [83]. ¥ puca mipu mpopacra-
HUM, a TAKXKE MO/ ACHCTBEM aHOKCUU B KOJICOITTIIISIX
MOBBIIIAJICSI YPOBEHb 3KCHPECCUM Te€Ha ajbIeTUIic-
ruaporeHasbl (ALDH2a — LOC_0s02g49720.1) [83].
TeMm He MeHee, KOJIMYECTBO OejIKa 3TOro (pepMeHTa
cHikaoch [84]. ¥Yposens ALDH2a HecKoIbKO BO3-
pacrtaj TOJbKO Tociie 24 4 peaspaluu Mpu OgHO-
BPEMEHHOM HWHTEHCHMBHOM HakoIluieHnu MPHK.
ALDH2a npomoirkan HaKaruimBaThCs B ITOCTAHOK-
CUYECKUI TTIeprOoI, JOCTUTasi MaKCMMyMa B 4 4, a 3a-
TeM CHILKasiCh K 24 4, OJHAKO YpOBEHb OejKa BcCe
paBHO OBII BBHINIE, yeM 10 aHoKcuHU [85]. Comepka-
Hue ALDH2b ymeHbIaI0Ch Moa A€MCTBUEM KMCIIO-
POIHOIT HEJOCTAaTOYHOCTU U IOCTUTAJI0 MaKCUMyMa
TOJILKO MpPU pea’panui, U XOTs YPOBHU alleTaJIbIec-
ruja U 3TaHoja BO3pacTalv BO BpeMsl aHOKCUM, aK-
TuBHOCTh AJI/II' MHOynupoBanachk JUIIb B MHOCTa-
HOKcn4yecKuii mepuon [85]. Yxke OBIO OTMEUYeHO,
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YTO BO BpeMsI pealspallii MOXeT Bo3pacTtaTh 0OpaT-
Hast akTUBHOCTb AJII", a TakxkKe KOHBEepCHs 3TaHOJIa B
arieTajgbaerusl mpu momolnu Katanasbl [85]. Takum
o0pa3oM, alleTajbIeTru CIIOCOOEH IIpeBpalllaThCs B
anetnia- KoA mis obecriedyeHUsT OBICTPOIf MHTEHCH-
¢duKauM a’pOOHOrO0 AbIXaHUSI U BKIIOYEHUS B 00-
MEH BEIIECTB aHa3pOOHBIX MeTaboauToB. Hapsamy ¢
9TUM, YK€ Yepe3 3 4 peoKCUTeHallU1 I'eHbl, KOJUPY-
omue ¢pepMeHTH LIMKiIa Kpebca, akTMBUpOBaIUCh
Hapsioy C HAKOIUIEHMEM TaKMX MeTaOOJMTOB, KakK
LATpaT U O-KeToIJyTapaT, IpU 3TOM COIepKaHue
cyKuMHaTa u ¢pymapara cHuxanoch [83]. Kpome To-
ro, B 3TOT XK€ MOMEHT aKTUBUPOBAJINUCH T€HbI, BOBJIE-
YeHHBbIE B TJIMKOJIN3, K IIPUMeEpY, Konupylolue goc-
¢dormuneparmyrasy u eHonasy [83]. HakoruieHue
aJlaHMHa, HaOJrogaeMoe B aHa’pOOHBIX YCIOBUSIX,
TaKK€ MOXKET CIYXXUTh ajalTalueil K peaspaluu.
Tak, HokayTHbIe MyTaHThI A. thaliana o AlaAT 1 mo-
IyT IIepeKNBATh TUIIOKCHIO, HO OKa3bIBAIOTCSI MEHEE
YCTOMUYUBBIMU K PEOKCUTE€HAIlMU MO CPAaBHEHUIO C
IUKUM THITOM [62]. ITpu 5TOM caM aJJaHUH pacXomy-
€TCsI JOCTAaTOYHO OBICTPO IIPU YBEJIMYSHUHU COJIEPKa-
HUS M aKTUBHOCTHU aJlaHWH-aMUHOTpaHcdepasbl. OH
MOXET IIpeoOpa30oBLIBaThCS B MUPYBaT WX METabO-
Jm3npoBaThes 10 aneTui- KoA. HakomneHnue anaHu-
Ha XapaKTepHO IS YCTOMYMBBIX K aHOKCUM pacTe-
HUIA, HaIlpuMep, pyrca, U He 3aMeUYEHO Yy IIICHUIIbI
[5, 6, 86, 87].

JeToKcUKanust METWIITJIMOKCAJISI M IPYTUX aKTUB-
HBIX aJIbACTUIOB oOeceunBaeTcs AByMs (pepMeHTa-
Mu: Jaktornyratuonnuaszo (GLX1) u ruapoxcu-
anprryratuoHruaponasoi (GLX2). Otu pepMeHTHI
IEHACTBYIOT Ha alUKINYECKHEe O-OKCOaJIbICTUIbI,
MpeBpaiiias uX B MeHee TOKCUYHbBIE Ol-TUAPOKCUKUC-
JI0ThI [69]. OCHOBHOI MUIIIEHBIO YITOMSIHYTHIX (Dep-
MEHTOB SIBJISIETCSI UMEHHO METHJITTIMOKCaIb. AHAIN3
aKcIipeccuu reHoB GLX2-1, GLX2-2 n GLX2-5 BbI-
SIBWJI, YTO OHU 3aeliCTBOBAaHBI B CTPECC-OTBETAX Y
A. thaliana, BKIt049ast pa3HOOOpa3HBIE BO3ICHCTBUS:
TMITIOKCUIO, AaHOKCHIO, 3aCyXy, MOBBIIIEHHYIO UHCO-
JISIIAIO, OCMOTHYECKUI 1 cojieBoii ctpecc. [Ipu aToMm
glx2- ] MyTaHTBI ObUIM HAaIMEHEEe YCTOMYMBBIMU K aHOK-
CUU, a pacTeHHusl co cBepxakcrnpeccueit GLX2-1-OF
OKa3aJauch OoJjiee YCTOMYMBBIMM, YeM IOUKWA THIL.
HMutepecHo, uTo pacteHus glx2- 1 cuiabHee BCEro pe-
arupoBajii Ha PEOKCUTECHALIMIO, YTO IIpeAriojaraet
3aJIefiCTBOBaHME 3TOrO (pepMeHTa B OCYIICCTBICHUN
3alIUTHl OT TOKCUYHBIX IIPOAYKTOB OKMCIIEHUS, I10-
SIBJISTIOIIMXCSI BO BpEeMsl OKMCJIMTEJIbHOIO CcTpecca
MpHU MocTaHOKcuH [69].

Kak yxe ObUIO OTMEYEHO, MPU PEOKCUTECHALIUU
aKTUBHUPYETCS aHTUOKCUIOAHTHASI CUCTEMa 3alllUTHL.
Bricoxuii aHTMOKCHMOAHTHBINA CTAaTyC TIPEACTABIISIET
3alUTY OT MHOTUX TUITOB HETaTUBHBIX BO3ICHCTBUIA,
BKJIIOYas 3aCyXy, 3aCOJICHHME, XOJIO/, BO3ACUCTBUE TsI-
XKEIbIX METaJUIOB, 3apaXkeHue maroreHamu. 2Kacmo-
HOBasi KMCJIOTa MOXET CJIY>KUTb CUTHAJIOM ISl PEry-
JISIAM OTBETa pacTeHMUsI Ha OKMCIIUTEIbHBINA CTpecc,
MOIYJIMPYS OMOCHMHTE3 aHTUOKCUIAHTOB [88]. B mo-

oerax A. thaliana ypoBHM 3HIOTEeHHOTIO >XaCMOHAaTa 1
METHJIKACMOHATa CHUXXAJIUCh B XOJIe TUITOKCUU, HO
OBICTPO BOCCTaHABIUBAIMCH B IIEPUOJ PEOKCUTESHA-
nuu. Kpome Toro, mHKyOamusi pacTeHUII ¢ METHII-
>KaCMOHATOM yJIy4yIlajia yCTOMUUBOCTh A. thaliana K
NEepUoay PEOKCUTeHAIIMM, a MYTAHThI, HAIIpOTUB,
ObUTM YSI3BUMBIMM. Takke mokaszaHo, uto MYC2,
IJaBHBINA PETYJIsATOp AEHUCTBUS XXacMoOHaTa, BHOCWJI
BKJIaJI B pa3BUTHE YCTOMYMBOCTU, aKTUBUPYS T'€HBI
cemeiictB VTC (vitamin C defective) u GSS (glutathi-
one synthetase), BoBJIeUeHHbIE B OMOCHMHTE3 aCKOp-
0ara u rIyTaTMOHa, COOTBETCTBEHHO [88].

Ha ypoBHe TpaHCKpUMNLIMOHHBIX (DAKTOPOB U HU-
TOTOPMOHOB OTBETHI Ha NMMOCTAHOKCUYECKOE BO3IEi -
CTBME U HEMOCTAaTOK KWCJIOpPOJa 3almyCcKaloTCs CXO-
JKUMU MEXaHU3MaMU, B YaCTHOCTH, C y4aCTUEM DTU-
ageHa m ERF-VIII. BTuiaeH cayXXuT OCHOBHBIM
peryJsiTopoM OTBeTa pacTeHUil Ha TUIMMOKCUYECKMIA
ctpecc [43, 89]. Ero conepxxaHue B TKaHsIX pacTeHU
YBEJIMYMBAETCS B YCJIOBUSAX AeUIIMTA KUCIOpOaa
[35,90]. ¥V puca SUB1AI ¢puznyecku conmpukacaeTcs
¢ MAP-kuna3oit MPK3, kotopas ero ¢dochopmim-
pyer [91]. B xitetkax A. thaliana MPK3, 4 u 6 akTtu-
BUPYIOTCSI aHOKCHENM U TOCTAHOKCHUE — 3TU KMHA3bI
ygacTByOT B ADK-curHaIMHTE TIpU OTBETE Ha abMO-
TUYeCcKne M OmoTtmueckue crpeccopnl [51]. Takum
obpazoM, SUBIA, rimaBHBII (haKTOp yCTOMIUBOCTU K
3aTOIUIEHUIO Y puca, TaKXKe YYaCTBYET B PETYJISLIU
ycToianBoCcTH K rTocTaHoKcnn. SUB1A BBI3BIBAII Ha-
KOTUIEHUE TPAaHKCKPUIITOB, CBSI3aHHBIX C BOCCTAHOB-
JIeHMEM BOJHOTO OajlaHCa, CHUKEHUEM MTOTephb Blaru
B IMCThAX 1 3amuToit ot I1OJI 61aromaps HemMeIJIeH-
HOMY OTBETY Ha abciu3oByto kuciaoty [70]. [Tomumo
storo, SUBIA mpuBogun K HAKOIUIEHUIO TpaH-
CKPUIITOB, CBS3aHHBIX C Heltpanusauueit ADK,
CHMXasi oOpa3oBaHUe MOCIASAHUX B MOCTaHOKCUYE-
ckux TKaHs1x. HenpaBHO 1oka3aHo, 4TO B aganTaluu K
MOCTAHOKCUU TIPUHUMAIOT yyacTue (pakTophl 3alliv-
THI OT 3acyxu, K npuMepy, EREBP1, oTHocsmuiics K
cemeiictey ERF-VII, kak u SUB1A [41]. KoHcTHTy-
TuBHas 3Kcrpeccust FREBPI criocobcTBOBaIa HAaKOII-
JICHUIO TPaHCKPUIITOB, CBSI3aHHBIX C OMOCHHTE30M
ABK, mpuyem gaxe B HOPMaIbHBIX HECTPECCOBBIX
ycnoBusx. Cepxakcnpeccuss EREBPI npuBonniaa K
MOBBIIIEHHON YCTOMUYMBOCTHU K AS(PUILIUTY KUCIOPO-
na [41]. ITomumo EREBP1, SUB1A acconuupoBaH ¢
WHIYKIMUEN 11eJ10TO psifa GaKTOpOB TPaHCKPUIIIIUH,
OOIIMX JIST OTBETA pacTeHUS Ha 3aCyXy U BaXKHBIX B
3alluTe OT 00e3BOXMBaHUS. TaKOBBIMU SIBJISIIOTCS
daxropsl AP37 (ERF3) u AP59 (APETALA), otHO-
camuecs: K AP2/ERF-VIIIa u IXa rpynnam cooTBeT-
cTBeHHO, a Takke LEA-0enku (Late Embryogenesis
Abundant) ¢ spKo BbeIpaxkeHHBIMU THIPOPMIEHBIMHT
CBOICTBaMM, HEOOXOAUMBIE IIJISI TTOAEPKAHUST HOP-
MaJIbHOTO COCTOSIHUSI PaCT€HUSI B YCJIOBUSIX 3aCyXU
wim 3aconeHus (mis puca 310 RAB16A (RAB21),
LEA3 u LIP9 (Dehydrin DHN1/DIP1)) [70]. deruna-
puHEBIL, Kak u gpyrue LEA-06enku, otHocsTcst K RAB-
oenkam (Responsive to ABA), T.e. moAKIIOYAOTCSI
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KOMITOHEHTBHI CTPECCOPHBIX KacKaJoB, OIIOCpPEHO-
BaHHBIX ABK.

AHayiornuHblit pe3yabraT yyactusi ERF-VII 6b11
nonaydeH Ha A. thaliana. HakonneHue TpaHCKpUNTa
HRE2, moMmuMo nedniiiTa KNCJIOpoaa, BEI3BIBAIOCH
OCMOTHUYECKMM M OKUCIUTEIbHBIM cTpeccamu [41].
CBepx3KCIIpeccusi 3TOro IeHa YCHJIMBajla yCTOMYM-
BOCTh PAaCTeHUI K BBIIIEYKAa3aHHBIM BO3IEHCTBUSIM.
Hpyrue reHsl u3 atoro cemeiictsa — RAP2.2, RAP2.3
u RAP2.12 — 1ipy TIOCTTUITOKCUH TOXE Y4aCTBOBAIN
B peryasgann sKkcripeccnn ABK-3aBUCHMMEBIX TEHOB,
CBSI3AHHBIX C YCTOMUYMBOCTBIO K 00€3BOXMBAHUIO
[41]. Kak MOXXHO 3aMETUTb, 3allIMTa OT 3aCyX1, OKHC-
JIMTEIBHOTIO CTpecca M aHOKCHHU BKIIIOYAET HEKOTO-
pBI 001N HAOOp TeHOB, aKTUBU3UPYIOIIUXCS BO
BpeMsl IeMCTBUSI 3TUX cTpeccopoB. Ilomumo TpaH-
ckpunnoHHBIX pakTopoB ERF-VII, Tpanckpunmm-
oHHbI pakTop HaWRKY76 us cemeiictea WRKY B
noxacojiHeuHuke (Helianthus annuus) cxoxum obpa-
30M YBEJIMYMWBAJI YCTOMYMBOCTD K 3aTorieHmio [41].
ITombITKa BBI3BaTh CBEPXAKCIIPECCUIO ITOTO T'eHa B
apabumoIicuce claeiajla 3TO pacTeHue 0ojiee YCTOl-
YUBBIM K IIOCTAHOKCHUM, CIEpKMBas HaKOILUIEHUE
A®K 1 ipuBoasi K 3KOHOMHOMY PacXOd0BaHUIO yT-
JIEBOIOB.

Bo Bpems peaspalimu HeMmejieHHOE TIOCTYIIeHUe
KHCJIOpOAa B TKAHU CITOCOOHO ycrmBath Arg/N-KOH-
1IEBOM ITyTh Jerpagaunu 0ejakoB, B ToM uncie ERF-VII
nocpenctBoM pactutelbHbIX Cys-okcupmaz PCO1/2
(plant cysteine oxidase), 4yTo OymeT NpUBOIUTH K pe-
Mpeccrur TpPaHCKpUITUMMU aHaspoOHbIx MPHK [4].
MHbIMU  MOJIEKYISIDHBIMU ~ alaliTAllUSIMU  MOXHO
CUYNTATh OCBOOOXIEHNE ceKBeCTpMpoBaHHBIX MPHK
OT pUOOCOM U PETYJISILIUI0 MEMOPaHHBIX TTIEPEHOCU M -
KOB: TpY aHa3pOOHOM MpOpacTaHUU y puca Bo3pac-
TaJIO YKUCJIO TIEPEHOCUMKOB OCHOBHBIX aMUHOKUCIIOT
BMeECTe ¢ aKTUBHOCThIO MUTOXOHAPUAILHOI apruHa-
3bl M KOHLIEHTPALMSIMM apruHUHA U OpHUTHUHA [92].
IMponykius 3TUJIeHa YBeIMUYMBAJIaCh B MEPUOI TO-
CTAaHOKCUM Yy YCTOMYMBBLIX BUIOB. B mpopoctkax
A. thaliana peaspanus 3allycKaja HaKOIUICHWE TpaH-
CKPUIITOB, aCCOLIMUPOBAHHBIX C OMOCUHTE30M 3TUJIE-
Ha, KpOM€ TOrO MYTaHTHI ein2-5 (ethylene insensitive)
OKa3bIBAIUCh HECITOCOOHBIMU K PETYJISILIMU psiia Te-
HOB, BaXXKHbIX JJIs TPUCITIOCOOJIEHUS K PEOKCHUTeHa-
11U (TEHOB, BOBJICYEHHBIX B CTAOMIM3AIUIO OCJIKOB,
MUHUMM3aLUIO Bo3aeicTBus ADK, 3aiury oT Bbl-
ceixanus) [93]. Takum o6pa3oM, STUIIEHOBBII CUT-
HAJIMHT MOXET paboTaTh B IIepuoj peaspaluu, He3a-
BucuMo ot ERF-VIIs. Oto cormacyercst ¢ TeM dak-
TOM, 9YTO TOJNBKO 10% TeHOB, OTHOCIIIMXCA K
cemeiictBy ERF, peryaupyloTcss mocpeacTBoM 3TH-
JieHa [94].

CuaunraeTcs, YTO IIABHBIM MEXaHU3MOM TTOBPEXIE-
Husg OCII asnsiercd paspylieHue xiopoduuia, KOTO-
poe CHIXKEHO B KJleTKax ycroitunBoro SUBIA puca [4].
IlokazaHa Takxke KOppensduus MEXIy YCTOMYMBO-
CTBIO K 3aTOIIEHUIO U CITOCOOHOCTBIO K BOCCTAHOB-
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JIEHUI0 (POTOCUHTETUYECKONl AKTUBHOCTHU, UTO HC-
MOHCTPUPYET HAJIMYME Y HEKOTOPBIX YCTONYMBBIX
BUIOB CITOCOOHOCTU COXPaHSTh GYHKIIMOHATBLHOCTD
komiuiekcoB @CII mocne moarux nepuonaos aedu-
ouTa Kucjaopona uian TeMHOTH [4]. Tak, ximoporuia-
CThI U3 JIUCTHEB pUCA XapaKTePU30BAIUCh MOJTHBIM
BOCCTAHOBJIECHMEM (DOTOXMMUUECKOM aAKTUBHOCTHU
noce 72 4 aHOKCHUH, TOTJa Kak Y IMIIIeHUIIBI OHU M0~
BpEXIaIMCh ITpU 0oJiee KOPOTKUX CPOKaX aHad3poO-
HOTO BO3AEHCTBUSI, IPUUYEM HaApYyIICHUS OBLIA Xa-
pakTepHbl uMeHHO mist DCII [26]. Hanmuune SUBIA
B TEHOME pHca KOPpeaIupoBalio ¢ 3P(HEKTUBHOCTHIO
He(MOTOXUMNYECKOTO TYLISHUS Cpa3y IIOC/Ie PEOKCH-
reHallud U HaKOIUIEHUEM HEKOTOPbIX aMUHOKUCIIOT
(apruHuHa, (eHWIaJaHMHA U BajliHA) 110 CpaBHe-
Huto ¢ O. sativa, muinenHoro autenu SUBIA [95].

M3yueHne ToaepaHTHOCTH 4 TIPUOPEKHBIX BUIOB
pactenuii (cBuHoposi (Cynodon dactylon), B3BMOpHU-
Ka (Zostera japonica), rpedku (Paspalum vaginatum) n
nmosieBULIbI (Agrostis stolonifera)) K aHOKCUYECKOMY
BO3JEMCTBUIO TTOKA3aJI0, UTO MPAaKTUUECKU BCE pac-
TEHMS TTOrMOaIn B TIEPUOJ peaspaliui, 3a UCKITIoUe-
HueM P. vaginatum. YCTOWYMBOCTH OIIpenessuiach
CKOPOCTBIO METabOIM3aUN YIJIEBOIOB — YeM MeJl-
JIeHHee OHU OKUCJISLIUCh B PACTEHUM, TEM BBIIIIE ObI-
JIa yCTOMYNBOCTh, HE3aBUCUMO OT UCXOTHOTO COEP-
XKaHus caxaposn. IIpu 3toM, addekTuBHocTs PCII
pa3IUYHBIX TEHOTUTIOB P. vaginatum neTepMUHUPO-
Bajla CIIOCOOHOCTb ITPOTUBOJEHCTBOBATHL HETaTUB-
HBIM 3 deKkTaMm mocraHokcuu [96].

HMurtepecen apdexT mocTaHOKCHMM HAa MUTOXOH-
npun. Tak, B IIpOpOCTKaX IIIEHUIIBI aHOKCHSI IIPUBO-
JIAJIA K CYIIECTBEHHBIM MOBPEXKICHUSIM MUTOXOHIPUIA,
TOIZIAa KaK PEOKCUTEHAalsI BO3Bpalllajla UX K HOpMaJib-
HOMY COCTOSIHUIO, €CJI aHOKCUYECKOE BO3IEICTBUE HE
ObLIO OYEHb JJTUTSNIBHBIM [62]. BiusHue aHokcuy Ha
TPACKPUIITOM PaCTEHUI N3y4EHO TOBOJILHO MOAPOOHO,
TOIIAa Kak, K COXKaJeHUIO, MCCIeA0BaHMI TOCTAaHOKCH-
YeCKOro TpaHCKpUITIOMa 3HAa4YMTeIbHO MeHble. Oc-
HOBHBIE JaHHbBIE IIPEACTaBICHbI IIOCTAHOKCUISCKIMU
TpaHCKpunToMamu puca u cou [83, 97]. YIx pe3yiib-
TaThl yXXe& YaCTUYHO YIMOMUHAIUCh U OOCYKIATUCh
panee. [ puca ObUIA IIpOaHAIM3UPOBAHBI Pa3HbIC
9KCIEPUMEHTAILHBIC YCJIOBUS — POCT B a’po0-
HBIX/aHA3POOHBIX YCIOBUSX; 24 4 aHA3POOHOTI'O POCTa C
peaspanueii B TeueHue 6 4; 24 4 aspoOGHOro pocTa C me-
PEKIIOUCHEM Ha aHa3pOOHBIE YCIOBUS MJIATEIbHO-
CTBIO 6 4, YTO MTO3BOJIMJIO BEISIBUTH OOIIE a3pOOHBIE
1 aHa’poOHbIe TpaHCKpUIThl [83]. CyluecTBeHHAas
MepecTpoiiKa TpaHCKPHUIITOMA prca OblIa OOHApYKe-
Ha Tpu aHa’pPOOHOM POCTe U Moc/eayolleii peaspa-
muu. Okono 4000 reHoB OBLIM WHAYLIWPOBAHEI BO
BpeMs 6 4 peoKcureHaluu, rnpu 3toM 50% u3 HUx
uMeJn 0oJiee BLICOKUI YPOBEHb SKCIIPECCUU, UeM BO
BpeMsI aHad’POOHOI'O POCTa, YTO yKa3bIBaJloO Ha MO-
MEHTaJIbHOE TIEPEKIIIOUeHNEe Ha adpOoOHBIN MeTabo-
M [83]. dpyrue 15% reHoB ObUIM crieLM(pUYHBI
JUIST peaspaliii, OHU PEIIPECCUPOBANIMCH IIPpU IIepe-
KJIIOYEHUH YCJIOBUM OT a’pOOHBIX K aHa3pPOOHBIM
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[83]. ¥ apabumoricrca aHOKCHSI MPUBOIMIIA K pacra-
Iy moarcoM Ha 50% ¢ 0OqHOBpPEMEHHBIM YBETNYEHUEM
comepxanus 80S MoHOcOM. DTa ACMOJIMMEPU3ALIUST
6bUTa oOpaTMa, TIPY HEMPOIOLKUTEIIBHOM aHa3pO-
61103¢ YMCJIO0 MOJIMCOM BO3BPAIAIOCh K KOHTPOJIBLHO-
MY YPOBHIO YK€ B T€UEHME yaca peokcureHanuu [98].
I'mriokcust mpuBoOMIIa K TPAHCIMPOBAHUIO MAaTPUIL
T€HOB, CBSI3aHHBIX C POCTOM, HaIllpuMep, KCUJIOTJIIO-
KaH-3Hdo-TpaHCc(depa3, KaK MOJIMCOMaMU, TaK U OJIM-
HOYHBIMU prbocoMaMu. [1pu 3TOM TpaHCKPUIITHI, CBSI-
3aHHBIE C OPOKEHUEM U INIMKOJIN30M, a TAKXKE HEKOTO-
pble cnelu@UIHbIe TPAHCKPUIITHI, 00eCIIeYMBaOIIe
pacTsSLKeHUEe KIIETOK, TPaHCIMPOBAIUCH IIpEUMYIe-
CTBEHHO B TOJMCOMHOI (pakimu. MHTepecHo, 4To
TUIIOKCHSI YMEHBIIIaJIa YPOBEHb TPAHCKPUIITOB, CBSI-
3aHHBIX ¢ 00pa30BaHUEM KIIETOYHOI CTEHKM, CUTHA-
JIMHIOM, TPAHCKPUMLIHNE, IeJIeHUEM, METa00IM3MOM
TOPMOHOB, OQHAKO yXe 4Yepe3 4ac IOocJIe peaspalriu
peripeccusl IIpekpalnanachk. BaXHO OTMETUTb, 4TO
80% nonucomuoit MPHK, koTopas Gbliia CUIIbHO WH-
IyLMpoBaHa Iocje 9 4 TUITOKCUU, He CHIKalach U
npu 1 9 peaspanmu. Takum 00pa3oM, TPaHCKPUIITHI,
BaXXKHbBIC [JISI PEOKCUTCHAIIMM, HAKAIJIMBAJIUCH eIl
IIPU TUITOKCHUU, YTO MOATBEPXKAACTCS HAIMYMEM 11e-
JIOTo KJlacTepa FeHOB, KOTOPble MHIYLIMPOBAINCH BO
BpeMsI THITIOKCHUU, HO OBIJIM aCCOLIMUPOBAHBI C pUOO-
COMaMM TOJIBKO B IIEpUOM peoKcureHauuu [98].

IMocne 7 nHeit aHOKCUM ObIXaTeJIbHAsI aKTUBHOCTD
B KOJICOIITWJISIX pYca 3HAYUTEIBHO ITOHKaIach [99].
TeM He MeHee, ocjie OHOTO THS peaspalui UHTEH-
CUBHOCTbD OBIXaHUSI BO3Bpalllajiach K KOHTPOJILHOMY
YPOBHIO [99], 4TO coYeTaIOCh C UHAYKIINE T€HOB Ibl-
XaTeJIbHOM LIeTI U TeHOB aJIbTepPHATUBHOI OKCUIA3bl
[83]. IIpu 3TOM aHOKCHMYECKUIT M IIOCTAHOCUICCKUIA
IIPOTEOMbI MUTOXOHIPUIA prica OBLIA BO MHOTOM CXO-
KuUMU. PeokcureHMpoBaHHbIT TPOTEOM UMeN OoJjiee
BBICOKIME YPOBHHM IIAIIEPOHOB U OEJIKOB, BOBJICUCH-
HBIX B MeTabonn3M yriieBogoB. IIpoTreomMsl mpu pe-
aspalii U aHOKCUU OTINYAIUCh COAEpKaHUEM 11U~
ToxpoMHoro b/c I xkomruiekca (111) m muToxpomMoxcu-
nasel (IV), Toroa Kak oTIM4mnii B KOJIMYECTBE IIEPBOTO
komiiekca (HAJIH-okcumopenykrtasbl) u ATO-
CUHTE3bl HEe ObUIO OOHAPYXKEHO. DTO COYETAJIOCH C
0oJjiee BBICOKMM COAEpKaHMEM IIUTOXpOMa ¢ U remMa
[99]. VBenuueHune coaepKaHUSI U aKTUBHOCTU aJlb-
TepHATUBHOI OKCHUIA3bl IO3BOJISIO IIPEAOTBPATUTh
ype3MepHoe obpazoBaHue ADPK Bo BpeMs1 peoKcure-
Hauuu [83, 99]. [ToMuMO 3TOro, B MpopoCcTKax puca
IIpU ITOCTAHOKCUY WHTEHCU(UIIMPOBAJICS OMOreHe3
MutoxoHapuii [62]. TIpopocTKM cou IOKa3bIBaIM
nHaykuio 1-Cys mepokcupenokcuHa — 6eika, Heli-
TPaJINU3YIOIIETO IIEPEKUCh BOAOPOIa — KaK BO BpeMs
3aToIieHus (AHOKCHUM), TaK 1 II0CJIe aHOKCUYECKOTO
BozaeiicTBus (peaspauus) [97]. Dto nooaepKuBaeT
TUITOTE3y O IIpeajalTalliyi Ha ypPOBHE aHTHMOKCHU-
JMAHTHBIX CUCTEM €lIIe BO BpeMs aHOKCHUM JJIST TUKBU-
Jaluy MOCJAEACTBUI OKUCIUTEIBHOIO CTpecca Mpu
MOSIBJIECHUM B cpene Kuciopoaa. MHIyKIIMS IIEpOK-
CHUpEIOKCHMHA TakxKe oOHapyxeHa y pwuca [100].

BriosiHe BeposITHO, 9YTO BHICOKUIT YPOBEHD ITEPOKCH-
peIOKCHMHA MOXeT ObITh BbI3BaH 3aJCPXKKOM Jerpa-
marun 6enka [62]. Hemoctatok MPHK mrepokcupe-
JIIOKCMHA B MOABEPXKEHHBIX MEHCTBUIO 3aTOIUICHUS
MMPOPOCTKAX COM TaK:Ke TOJAEePXKUBAET Ty TUIIOTE3Y
[97]. B uenom, B peOKCUTEHUPOBAHBIX MPOPOCTKAX
cou HaOmomaayd yBeJIMYEHUE COAepKaHHUS OEIKOB,
BOBJICYEHHBIX B OMOCHMHTE3 KOMIIOHEHTOB KJI€TOY-
HOM CTEHKH!, PEOPTaHU3alMI0 LIMTOCKEJIETa U POCT
KJIETOK, C OOHOBPEMEHHBIM yMEHbIIIEHEM OEJIKOB,
OTBEYaIOIINX 32 META00JIM3M aMUHOKUCJIOT 1 TJIMKO-
JIN3, KOTOpbIe B OOJBIIMHCTBE CBOEM SIBJISIIOTCS
aHa’pOOHBIMU CTpeccoBbIMU Oenkamu [97]. Xotsa B
reHoMe cou He 0OHapyxkeHo romojioroB SUBIAu SK,
B IPOPOCTKAX COU BO BpeMsI aHOKCUU aKKyMYJIMPO-
Banuchk Hekotopele ERFVII (ERFVII1, ERFVIIS,
ERFVII6 u ERFVII8), mmeloiine roMojoruio c
HRE1, HRE2, RAP2.2 u RAP2.12 A. thaliana [44].
BaxxHo OTMETHTB, YTO KaK U B CJIy4yae prca WA apa-
oupgoricuca, B IeproOd PEOKCUTEHAIIMU 3T (PaKTOPHI
OBICTPO IeTpagupOBaii, OCYIICCTBIISIS TEM CaMbIM
MEPeKIIOYeHe TPAaHCKPUIILIMKU C aHa’poOHOI Ha
a’poOHy10. Takum o6pa3oM, Ha YpOBHE TPaHCKPUII-
TOB, OEJIKOB, METAOOJIUTOB U aKTUBHOCTU (EepMEH-
TOB IIPOAEMOHCTPUPOBAHO, YTO MHOTHE OTBETHBIC
peakiuy Ha MOCTAaHOKCHIO 3aITyCKaloTCs ellle B XO/Ie
AHOKCHH KaK ITpeaganTaliys K IOoCIeAyIoIeMY OKHC-
JINTEILHOMY CTpPECCYy.

S3AKJIFOYEHUE U [[AJleEPl]_L[I/IEU
INEPCIIEKTHWUBbBI MCCIIEJOBAHUN

M3ydyeHne MNOCTAaHOKCHUYECKOTO BO3MCHCTBUS B
rnocJjieHee BpeMsI UHTEHCU(PULIMIPOBAJIOCh HA YPOB-
He TPAaHCKPUITOMHBIX, IIPOTEOMHEIX M METa00JI0M-
HBIX MCCJIEHOBAaHUI. ¥ pacTeHMit, MTOIBEPraroIInXCs
BO3IEUCTBUIO OECKMCIOPOAHOM Cpelbl, 3aITyCKalOT-
Csl TPAaHCKPUIITOMHBIN, OCJIKOBBIMI M MeTaboImye-
CKUi1 OTBETHI HA HEJOCTAaTOK Kuciaopoaa. beckucio-
POIHBIIA 3TAIT IIPU 3TOM CBSI3aH C CUHTE30M aHa3p0o0-
HBIX 0€JIKOB, TJIaBHBIM 00pa3oM, NpeaHa3HAYeHHBIX
JUIST TIoAAep>KaHUs 1LIeJJOCTHOCTU MeMOpaH, obecre-
YyeHUs MeTaboI13Ma YIJIEBOIOB, TJIMKOJIM3a, OpoxKe-
HUi, peryasanouu pH, accuMsiimy a3ota M1 CHHTE3a
aMUHOKUCIOT [4, 6, 7,9, 13, 41]. Bo Bpems peaspa-
UM aKTUBU3UPYIOTCSI aHTUOKCUIAHTHBIE CUCTEMBI,
aJIbTepHATUBHASI OKcuaas3a, (hepMEHThl OMOCHHTE3a
aHTUOKCHUIAHTOB. B obecrieueHUM peryiasiuu Ipe-
aganTalyy K NOCTAHOKCUYECKUM YCJIOBUSIM IIPUHU-
marotr ydactue ¢akrtopel ERF-VII, kotopnie Takke
BaxXHBI TSI PETYJISILIUM YCTOMUYMBOCTHU B IEPUO]T aHOK-
cuH, a Takke (PUTOrOPMOHEBI, B YACTHOCTU XKaCMOHO-
Bast 1 abCLIM30Bast KUCIOTHI [41, 62, 88].

O61Me MeTaboInYeCcKre U MOJIEKYJISIPHBIE COOBI-
THsI, 00Cy:XKIaeMble B 0030pe, CYMMUpPOBaHEI Ha puC. 2.
B ycioBusx aHOKCMM MHOYLIMPYETCS CITAPTOBOE Opo-
JKEeHUe, 4TO TMPUBOIUT K HAKOIUIEHUIO TOKCUYHOTO
arretanpaeruaa. Ero HeTpanmm3alvsl MPOWCXOINT 3a
CUYET MHIYKIIMH aTbIeTUIIeTUApOoTeHa3bl. JleToKCH-
®UBNOJIOTUS PACTEHUN Ne 1
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Puc. 2. O6006111cHHAas cXeMa MOJIEKY/ISIPHBIX Y METabOJIMUEeCKMX COOBITUI MPU aHOKCUM M ITOCTAHOKCUM. OOBSICHEHUS B TEK-
cre. AOX — anpTepHaTuBHasI okcunasa, ERF — ethylene response factors, PCO — pactutenbHble Cys-OKcUAa3bl.

Kaluio METWIIIMOKCAIISL M APYTUX O-OKCOAJIbIAEr -
JIOB 00ECIIeYMBAIOT JIAKTOTJIyTaTUOHJIMA3a U TUIPOK-
CHMALMJIIIYyTaTUOHTHApOaa3a. HakoruieHHBIN I1pu
AHOKCHHU aJIJaHWH B YCJIOBUSIX PEOKCUICHALIUM II0-
CPEICTBOM aKTWBallUM aJaHWMHAMUHOTpacdepasbl
MOXET MOCTyIaTh B IMKJI Kpebca a1t odbecrieueHUs
KJIETKM 3Heprueit B yciaobusx nedunura AT®. Uu-
TEHCHUBHAas1 akTuBalus nbixaHus B DTL MuToxoH-
JIpUii TIPU TIOSIBJICHUU KUCJIOPOJIa HeU30exKHO TIpU-
BoauT K reHepauuu ADPK. DToT npoliecc MOXeT He-
CKOJIBKO TOPMO3HUTHCS aIbTEPHATUBHOI OKCHIA30i1.
I'maBHBIM MexaHM3MOM 3amuThl OT ADK saBisioTcs
AHTUOKCUIAHTHEl M AHTHUOKCUIAHTHBLIC (DEpPMEHTEL.
A®K-uHAyIUpyeMblii CUTHAJIMHT TIPUBOAMT K OMO-
CHHTE3Y II€POKCHUPEIOKCMHOB, HU3KOMOJIECKYJISIPHBIX
AHTUOKCUIAHTOB (INIyTaTMOHA M ackop0ara), a TakxKe
aKTUBALIMM aHTMOKCUIAHTHEIX (pepMEHTOB (B 4aCTHO-
CTU, acKopOaT-IrJIyTaTUOHOBOTO LMKJIA). YJIydlle-
HUE aHTUOKCUIAHTHOTO CTaTyca KJIETKU IIOAaep-
XKUBaeTcss pabOTO CTPECCOBBIX (DUTOTOPMOHOB U
TPAaHCKPUILIMOHHEIX (AaKTOPOB UX CUTHAJIBbHBIX
KacKaaoB (TJ1aBHbIM 00pa3oM, 3kaCMOHOBOM KUCJTO-
Tol 1 ERF-VII hbakTopoB). Bo BpeMs aHOKCHUY MIpoO-
MCXOIUT OCTAaHOBKA KMCIOPOI-3aBUCUMOro N-KOH-
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nesoro mytu aerpagaun ERF-dakTopos, KoTophie
aKTUBUPYIOT CTpEeCC-UHAYLIUPYEMbIe T€HBI, CBSI3aH-
HBIE C yCWJIeHHeM paboThl aHTUOKCUIAHTHBIX CH-
CTEM U yBEJIMYEHUEM COAEpKaHUS a0CIITU30BOI KMC-
JIOTHI TSI MUHUMM3allMK ITOTePh BJIarv, BO3HUKAIO-
I1X yXe B ha3e peokcureHanuu. [1pu Bo3BpamieHun
KHCIopoaa B cpeny 3T GaKToOpbl, HA00OPOT, IOJ-
Bepraiorcs Aerpagaunu nop geiicrsueM Cys-okcumas
(PCO), 4ro OIIOKMpYeT CUHTE3 aHA3POOHBIX TPaH-
CKPMIITOB U MEPEKITIoYaeT MeTaboJIn3M C aHa3po0-
HOro Ha a’poOHEIi. TeM He MeHee, y:Ke HaKOIUICH-
HBIE B YCJIOBUSIX AHOKCHHU IIPOOYKTHI YCHEIITHO
CTIPABJISIIOTCSI CO CBOMMM 3aIllIMTHBIMU (DYHKITUSIMMU.
VBennueHne CUHTE3a STUIEHA B X0Ie peaspallii MO-
XeT mporcxoauTh He3aBucuMo oT ERF, mpu stom
STUJICHOBBIA CUTHAJIMHT BHOCUT CBOM BKJIA[ B 3allIM -
TY OT BBICBIXaHUS 1 NECTPYKTUBHBIX OKMCIMTEIbHBIX
MoOM(pUKAIIN OT CBOOOTHBIX PaIUKAJIOB.

PaccMoTpeHHbIe JaHHBIE TalOT TOHUMAaHUE TOTO,
YTO MMOCTAHOKCUSI TIPEACTABISIET COO0 KOMITIEKCHOE
BO3MIEHCTBIE, SBIISIONIEECs, MPEXIe BCETo, TPOIO-
JKEHUEM OEeCKUCIIOPOAHOIo cTpecca, MO3TOMY TOBO-
pUTH 00 OTAEIHLHOM “IIOCTAHOKCHYECKOM CcTpecce” He
BITOJTHE KOPPEKTHO, OTHAKO YCHJICHUE OKUCIUTEb-
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HBIX [IPOLIECCOB B COBOKYITHOCTH C MCCYILIEHUEM pac-
TUTEJIbHBIX TKaHeil MpouCXOAsST MpPU ITOCTAHOKCUU
WHTEHCUBHEE, YEM B MEPUOL IIPEIIIECTBYIONIErO eif
KHCJIOPOJIHOTO TOJIOJAHWUSI, YTO TTO3BOJISIET TOBOPUTH
O CYIIECTBOBAHUM CIIEIM(PUYHBIX IMOCTAHOKCUYE-
CKHUX MOBpexKIeHUl. boiee Toro, mmocTaHoKCUsI SIB-
JISIeTCSI BOCCTAHOBIIEHMEM HOPMAJIbHBIX JOCTPECCO-
BBIX YCJIOBU U TIPEACTABISIET COOOM YeTBEPTYIO (pa3y
cTpecca Mo KJIACCUYECKOil CXeMe CTPECCOPHOTO OT-
Beta Cenbe — (pa3y pereHepaiim.

TeMm He MeHee, MCCIEOOBAHMWI IMOCTAHOKCUM B
pacTeHUSIX Bce ellle O4eHb MaJlo, 0COOEHHO MO CpaB-
HEHMIO C KOJIMYECTBOM PadOT 110 U3YYEHHUIO MEXaHU3-
MOB afalTallii K aHOKCUU W APYTUM HeOIaronpusT-
HBIM BO3eiCcTBUAM. 17151 TOrO YTOOKI YIITyOUTh Hallle
IMOHUMAaHUE 3TUX TIPOLECCOB, HEOOXOAUMBI CPaBHU-
TeJIbHbIE UCCIEAOBAHUS BUIOB C Pa3HOIl CTEIEHbIO
YCTOMYMBOCTA K KHCIOPOAHON HEIOCTATOYHOCTU
WU/UIUA NOCJeayolleMy MOBpeXIeHUIo. BhIsiBlieHUe
HauboJiee 3HAYUMBIX TPAHCKPUIITOB, BHOCSIINX
BKJIAJI B YCTOMYMBOCTh KaK K AeULINTY KUCIOPOa,
TaK M K peaspalyu, IMO3BOJIUT BIOCICACTBUMN TIOJTY-
YUTH OOJiee YCTOMUYMBBIE K HEGIArOMPUSITHBIM BO3-
JeiicTBUSIM (hOPMBI paCTEHUI U YBEJIMYUThH MPOAYK-
TUBHOCTb 3eMJICACINSI.

Asmoput ebipasicarom 6aaeodaprocme B.B. Opaoeoii
3a NOMOUb 8 N0020MOBKeE PUCYHK 0.

PaGorta BeIMONHEeHA TIpU noaaepxke Poccuiicko-
ro doHma yHIaMEHTAIbHBIX MCCAEOOBaHUI (TIpO-
eKkThbl No 12-04-01029 u Ne 18-04-00157).

ABTOpBI 3agBIIIOT 00 OTCYTCTBUM KOH(PIMKTA
nHTepecoB. HacTtosiast ctaThsl He COASPXKUT KaKUX-
NGO UCCIIENOBAHUI C yIaCTUEM JTIOJEH U SKUBOTHBIX
B KaueCTBe OOBEKTOB UCCIICAOBAHMIA.
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