TTPUKIIATTHAA BUOXUMUA U MUKPOBHOJIOTHA, 2019, mom 55, Ne 5, c. 419—440

YIK 577.13:581.1

AHTUOKCUJAHTHASI CUCTEMA PACTEHMUIA:
KIIETOYHAA KOMIIAPTMEHTALIVA, SALLIUTHBIE
N CUTHAJIBHBIE ®YHKIINN, MEXAHWU3MbI PEI'YJIAIINN (OB30P)

© 2019 r. IO. E. Koaynaes' *, 0. B. Kapnen!, JI. ®. Kadamuukona?

IXapuokoeckuii nayuonansusiii azpapusiii ynueepcumem um. B.B. Joxyuaesa, Xapvkos, 62483 Ykpauna
2Hnemumym 6uopusuxu u kaemouroii unicenepuu HAH Beaapycu, Munck, 220072 Pecny6auxa Beaapyce
*e-mail: plant.biology.knau@gmail.com

IMoctynuna B pemakuuio 14.09.2018 r.
IMocne nopa6orku 31.01.2019 1.
IMpunsara k myoaukauuu 22.04.2019 r.

O06006111eHBI COBPEMEHHBIE CBEIEHUST O F'eHepaliii U 00e3BpeXXBaHUM aKTUBHBIX (DOPM KHUCJIOpoaa B pa3-
JIMYHBIX KOMITAPTMEHTAaX paCTUTEILHBIX KJIETOK. PaccMoTpeHa posib aHTMOKCUAAHTOB B 3alllUTe MaKPOMO-
JIEKYJ M KJIETOUYHBIX CTPYKTYP OT OKMCIUTEIbHBIX MOBpexXaeHuit. Ocoboe BHUMaHME YACJICHO UX y4aCTUIO
B PEIOKC-CUTHAJIMHTE M PETYJISIINM KJIETOUYHBIX GyHKIMI. [TpoaHaiM3npoBaHa CBI3b MeXKITy (OYHKIIMOHM -
pOBaHMEM AHTUOKCHIAHTHONM CHUCTEMbI M HecTeln(UYECKON YCTOMUYMBOCTBIO PAaCTCHUIN K IEMCTBUIO
crpecc-dakTopoB. PaccMoTpeHa peryisiius COCTOSTHUSI aHTUOKCUIAHTHOM CUCTEMBI y pACTeHUWM TIpU Teii-
CTBUM 3K30T€HHbBIX aHTUOKCUIAHTOB, CUTHAJIbHBIX TTOCPEIHUKOB, (DUTOTOPMOHOB U IPYTUX (pU3MOIOTH-
YeCKM aKTUBHBIX BEIIIECTB, a TAKKE ITyTeM TpaHCTeHe3a.
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OOpazoBaHue U MpeBpallleHue aKTUBHBIX (hOopM
kuciopona (APK) craio HeoTbeMIEMOI COCTaBIISI-
ollIei a3pOOHOM XXKM3HU OKOJIO 2.7 MJIpA JIET Ha3a, C
MOMEHTA MOSIBJICHMS B 3eMHOI aTMOC(epe 3HAUNTEb-
HOIO KOJIMYEeCTBAa KUCJOpOIa, OOYCIOBJICHHOTO 3BO-
Jonueint porocuHTe3a 1maHodaktepuii [1]. [Mon APK
MOIpa3yMeBalOT COBOKYITHOCTb B3aMMHO IIpeBpalliao-
IIMXCS PEaKIMOHHOCIIOCOOHBIX (OopM KHCIOpona,
OOJILIIMHCTBO M3 KOTOPBIX CYIIECTBYET KOPOTKOE Bpe-
Mms1. Cpeny HUX BBIACNISIIOT CBOOOMHOPAAMKAIbHEIE Ya-

CTHUIIBI — CYIEPOKCUIHBII aHMOH-panuKai (O ), Tui-
pokcwibHBIN pagukan (*OH), mepokcuaHble pagu-

kanbl (RO, 1 Ip.) ¥ TaKvie HeUTpabHbIE MOJIEKYJTBI,
kak nepokcuj Bogopoaa (H,0,), cuHIeTHbIi Kuc-
nopox ('0,) u mp. [2].

B Tteuenue mHorux jger A®K B onmoxumuu u ¢pu-
3MOJIOTUU PACCMATPUBAINCH ITPEUMYILECTBEHHO KakK
MaTOreHHbIN (paKTOp, BHI3HIBAIOIIMI OKUCIUTEIbHbBIC
MMOBpPEXIEeHUST OMOMAaKPOMOJEKY W KJICTOYHBIX
cTpykryp [3]. Hamee ctaHOBMIIOCH Bce Ooyiee oye-
BUIHBIM, 4YTO IJis HOpMaJbHOTO MeTabou3Ma He-
006X0IMMO B3aMMOIECTBIE MEXIY IMTPO- M aHTUOK-
cumantamu (AO) [4]. [IposBiIeHUS CYyLIECTBEHHOTO
HapylIeHUsl peJoKC-ToOMeOocTa3a Ha3bIBalOT OKHC-
JutenbHbIM cTpeccoM (OC). OnHako B mocjieaHue
TOIBI B CBSI3WM C MHTCHCUBHBIM HAKOTUIEHWEM 3Ha-

HUM 0 cHTHaIBHBIX GyHKIUIXx ADPK m pasButrem
MPENCTABICHUI 00 OKUCIUTETbHO-BOCCTAHOBUTEb-
HOIi (peIOKC) PETYJISIIIUU KJIETOUYHBIX TTPOLIECCOB U3-
MeHsietcs 1 onipenenenue OC. Ternepb moa HUM MO -
pa3yMeBaloT AucOagaHC MEXIy MPOOKCUIAHTaMU 1
AO, Beaylmuii K HapyLUIeHUIO PEAOKC-PEryasuuu
W/WJIN TIOBPEXASHUIO MaKpoMoieKyn [3—5]. Takum
obpazoMm, Hanbosiee paHHUM TociencTeueM OC gaB-
JisieTcsl He “Tpy0oe” OKMCIUTEIbHOE TMOBpEXICHUE
OUOTIOIMMEPOB U JIUTIUAOB, a HapylleHue Tpollec-
COB, CBSI3aHHBIX C PEAOKC-CUTHAJIMHIOM U PEAOKC-
KOHTPOJIEM.

B nocnegHee BpeMs MOJy4YeHbl CBEACHUSI O TOM,
YTO Mpu ToBbIlIeHUU coaepxkaHus ADK mpoucxo-
JIUT U3MEHEHUE aKTUBHOCTHU MPaKTUUYECKU BCEX U3-
BECTHBIX KJ1acCOB 3(P(hEeKTOPHBIX OEJIKOB CUTHAJb-
HBIX cucteM [4]. @yHKIUM 3TUX OEJIKOB PeaInu3yIOTCs
Kak IyTeM U3MEHEHUS UX PEIOKC-COCTOSIHUSI ITPU He-
rnocpeacTtBeHHoM KoHTakTe ¢ ADK, Tak u mytem pe-
JIOKC-peryisiiuu ux (ochopumpoBanus/medocdo-
PUIMPOBaHUS, a TaKXKe 3a CUeT U3MEHEHUS ColepxKa-
HUSI OPYIUMX CUTHAJbHBIX MOCPEIHUKOB (KaJIbIIUS,
MOHOOKCHIA a30Ta, cepoBomopona) [4—7]. Ilpu atom
Hapsimy ¢ ADK paBHOIpaBHBIMUA yYaCTHUKAMM pe-
nokc-peryysituu sseisttotrest AO [8, 9]. TonyyeHHbIE B
MocjieHre Toabl cBeaeHUs1 00 yyactu AO B CUTHAIb-
HBIX MTpoleccax 3HAUUTEbHO PACIIUPSIIOT MPeaCTaB-
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JeHns 06 mx (pyHkousax. B cBoro odepenb cuHTE3
HU3KOMOJIEKYJISIPHBIX aHTUOKCHUIAHTOB U 9KCITPECCHSI
T€HOB AHTUOKCUIAHTHBIX (PEPMEHTOB PETYIMPYIOTCS
MHOTOYMCICHHBIMY CUTHAJIBHBIMU Y TOPMOHAILHBIMU
nocpenHukamMu [ 10]. AO HaxomsITcs B CIOXKHOM (DyHK-
LIMOHAJILHOM B3aUMOACHCTBUM APYT C APYTOM, KOTOPOE
MOXKET OBITh aJIUTUBHBIM, CUHEPTUYECKIM 1 aHTaro-
aHuctnuyeckuM [11]. Takum oOpa3zoMm, aHTUOKCHOAHT-
Has cuctema (AOC) npencrasisier codboil TMHaMU4Ye-
CKYIO CHCTEMY, COCTOSIIIYI0O M3 MHOTUX OEJIKOBBIX U
HU3KOMOJIEKYJISIPHBIX KOMITOHEHTOB, KOTOPbIE MOTYT
B3aMOJACICTBOBATh C IIPOOKCUIAHTAMU, a TaKXKe
Mexny coboitr. Ilo kpaitHeif Mepe 4acTb ee KOMIIO-
HEHTOB MOXET IPOSBIISATh IPOOKCUIAHTHOE Jeli-
CTBUE, IIPU 3TOM IPAHUIILI MEXAY ITIPO- U AHTUOKCHU -
JIaTHBIM JeiCTBEM HEYETKME M MOTYT U3MEHSTHCS B
3aBUCUMOCTH OT MHOTUX (haKTOPOB BHYTPEHHEI Ccpe-
IIbl OpraHusma [35].

HecMoTpst Ha 3HAYUTENBHBIN MTPOrpecc IMpeacTaB-
neHunii o pyHKImax ADPK u AO B KJIeTKax KUBOTHBIX,
COOTBETCTBYIOILIME 3HAHUS B OTHOIIIEHUU PENOKC-TIPO-
LIECCOB B PaCTUTEJIbHBIX KJIETKAaX MOKa (hparMeHTapHbI
1 BO MHOToM (hOpPMUPYIOTCSl IyTeM BKCTparnoJisiivu
CBEJIEHM, TTOJIydEHHBIX Ha IPyrux oobekTax. B To xe
BpeMsl HapyIlIeHUsI TPOLIECCOB, CBSI3aHHBIX C PEAOKC-
peryJsitiueit, U OKMCIUTENbHbIE TIOBPEXAEHUS SIBIISI-
I0TCS HauboJiee YaCTbIMU MOCIEACTBUSIMU J€UCTBUS
Ha pacteHus cTtpecc-hakTopoB [4]. [loHnmMaHue Me-
XaHU3MOB 3TUX TIPOILIECCOB BaXKHO HE TOJbBKO IS
dopmupoBaHus (GpyHIAMEHTAIBHBIX 3HAHUNM O pe-
JIOKC-CUTHAJIMHTE B PacTUTEJbHBIX KJIETKaX, HO U
IUJIsl pa3paboOTKU MPaKTUUYECKUX MPUEMOB IMOBbIIIIE-
HUS YCTOWYMBOCTU PACTEHUN.

B HacTtosem o630pe 00001IeHBI COBPEMEHHEBIC
CBEIIeHUSI O B3aMMOACUCTBUU CUCTEM IeHepaluu U
o6e3BpexuBaHust AMK B pasIMyHBIX KJICTOYHBIX
KOMITAPTMEHTaX M POJIM TAKOTO B3aMMOJICUCTBUS B
PETYJISILIMU TIPOLIECCOB B KJIETKAX PACTEHM IIPU UX
ajanTalyu K JeMCTBUIO CTPECCOPOB.

KIIACCUPUKALIUA AHTUOKCUIAHTOB

HecMmoTtpst Ha mMpoKoe UCHOIb30BaHNE, TEPMUH
“aHTUOKCHUIAHT” HEe MMeeT OOIICIIPUHSITOTO OIIpeie-
JICHUSI, YTO CO3JaeT HEKOTOPHIE CIOXHOCTU B KJIac-
cuUKalMKM BEIIECTB ¢ aHTUMOKCUIAHTHBIMU CBOI-
ctBamu [5]. B HacTosmiee BpeMsI OMHUM M3 ITPOCTHIX
U MIpUEeMJIEMbIX CUMTAeTCs ompeneseHre, JaHHOe B
pa6ote [12], cornmacHo kotopoMy AO Ha3BIBaIOT JIIO-
0o¢ BelIeCTBO MpeaoTBpallaillee, 3aaep>KMBaroIiee
WIN yCTpaHsIolllee OKUCIUTEIbHBIC TTOBPEXACHUS
MOJIeKyIbl-MuIlleHn. OIHAKO 1 TaKoe OIpeAeieHre
HEe OXBaThIBaeT BCE MEXaHM3Mbl aHTHMOKCHUIAHTHOM
3alllUTHI in vivo. B yacTHOCTH, MO HEro He Moarnana-
IOT BellleCTBa, MHTMOUPYIOIIEe CUCTEMEI TeHepaluu
ADK, a Takke coeqMHEHUsI, 00ecreYynBalolIne aib-
TepHATUBHbIE MMPOLIECCHI TTIepeHOca JIEKTPOHOB, P
KOTOPBIX BepOSITHOCTH oOpasoBaHuss ADPK ymeHb-
mraetcs (HampuMmep, XxapakTepHasi TOJIbBKO IS MUTO-
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XOHIPUI PACTUTENbHBIX KIIETOK aJbTepHATHUBHAS
okcupgasa [13]).

IMpeanpruHuUManoch HEMaJIO MOMBITOK CUCTeMaTH-
3anmu AO 110 pa3IMYHBIM TpU3HAKaM: MOJIEKYJISIpHAsT
Macca, MEXaHu3M JOeUCTBUS, TMAPODOOHOCTh U TUJI-
podmibHOCTE [2]. CornacHo Kitaccudukaumy, 6asupy-
IOLIEUCS ONHOBPEMEHHO HAa MEXaHU3ME NECUCTBUS U
MOJIEKYJISIPHOM Macce, BbIICSIOT CJISAYIOIIME TPYIIIIbI
AO: 1) depmenThl, obe3pexuBatomme ADK (cy-
nepokcummucmyTasa, CO/, karamaza u pa3anyHbIE
nepokcuaasbl), 2) hepMeHThl JeTOKCUKALIUW JIUTTH-
0B (TJIyTaTMOH-S-TIepoKcuaasa, (PpochoMunmuari-
pONepoKCUA-TIyTaTUOHIIEPOKCHUAa3a U Ap.), 3) HU3-
KoMmoJiekyisipHbie AO (TiIyTaTMOH, acKopOWHOBas
KUCJIOTa, (DEHOJIbHBbIE COESAUHEHUs, TOKOMEpPOJIbl,
KapoOTUHOUABLI M 1Op.), 4) pereHepatopbl aKTMBHBIX
dopm AO (MoHOoAeruapoackopodaTpeaykrasa, Jerui-
poackopbaTpenyKrasa, IIyTaTuoHpenykrasa) [11]. B
nocjaeaHue roabl K AO TakXe OTHOCSAT HEKOTOpbIE
COCIMHEHMSI, aHTUOKCUAAHTHAsI (DYHKILMS KOTOPBIX
He SIBJISIETCSI OCHOBHOM, HO OHU 00J1a4al0T SIBHO BbI-
paXeHHbIMU aHTUOKCUJAHTHBIMU CBOMCTBAMU U Ha-
KarjuBarmTCs B OTBET Ha AeKCTBUE CTpecc-(haKTOPOB
B OOJIBIIIMX KOJIMYECTBAX, CPEIM HUX, B MIEPBYIO OUe-
penb MpoJIMH U caxapa [14, 15].

MEXAHW3MbI ObPA3SOBAHMA
N OBE3BPEXHMBAHUA ADK
B KOMITAPTMEHTAX PACTUTEJIbHBIX
KJIETOK

Xnopomnactel. IIpoiiecc porocuHTEe3a — OAUH U3
OCHOBHBIX UCTOYHUKOB oOpa3oBaHus ADK B kier-
Kax 3eJIeHbIX pacTeHuit. CynepoKCUIHbBIN aHNOH-Pa-
JIUKaJl SIBJISIETCSl TJIaBHBIM IT€PBUYHBIM MPOIYKTOM
BOCCTaHOBJICHUSI MOJIEKYJIIPHOTO KUCJIOPOJa B XJIO-
poruiacTax npu QYHKIIMOHUPOBAHUU (pOTOCHCTEMEI 1.
®dorounayuupoBaHHas reHepauuss ADK B ocHOB-
HOM 3aBHMCUT OT YCJIOBUI BHEIIIHEl cpeabl U OT pu-
3MOJIOTUYECKOTO COCTOSIHUSI (DOTOCHMHTETUYECKOTO
arnmapara [16]. I1pu orpannyenun dukcauuu CO, B
YCIOBUSX JENCTBUS Pa3IMYHBIX CTPECCOPOB (HAPHU-
MeEp, 3acyxa, 3aCOJIeHHE M BBICOKHME TeMIIEpaTyphl)
ny1 HAJ®H pacxonyercss He3HAYUTEIbHO, BCJIEI-
CTBME 3TOr0 MPOMCXOAUT “yTeuyka” 3JeKTpOHa OT
deppenoKcrHa K MOJIEKYJIIPHOMY KUCJIOPOAY C 00-

pazoBaHueMm O, .

Oo0pa3zyoniyecs B XJIOPOILIACTaX CYIEePOKCUIHBIE
aHMoOH-panukaiasl 1on BaugHueM COJl nerko mpe-
BpalllaloTcsl B MepoKcua Bogopoaa. [locnenHuii Mo-
KET BBIIOJHATHh CUTHAJIbHEIE (DYHKIIMU B XJIOPOILIa-
CTax 1 y4acTBOBaTh B OOIlIEM KJIETOUHOM CUTHAJIUH-
re, muddyHaupys B muTozonb [17]. ITlepoxcun
BOIOpOIA TakKe, BCTyIast B peakiuio MeHToHA, IS
KOTOPOIi B XJIOPOILIACTaX MMEIOTCSI COOTBETCTBYIO-
1I1e ycaoBUs (B YaCTHOCTU, HAJIMUME UOHOB MeTall-
JIOB € TIEPEMEHHOI1 BaJIEcHTHOCTBIO), MOXET 00pa3o-
BBIBATh TMIPOKCHUIIBHBIN pamgukal [18].
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AHTUOKCUIAHTHAS CUCTEMA PACTEHUN

®otocucrema I paccMaTpuBaeTcs B Ka4eCTBE OC-
HOBHOTO HMCTOYHMKA CHHIJIETHOro Kucjiopoma. OH
o0pasyercs B pe3ysbTare nepexona xjaopoduia Peg,
B TPUIUJIETHOE COCTOSIHUE B PEaKIMOHHBIX LIEHTpaX
dorocucremsl 11 n/unm B cBeTocoOMparomeM KoM-
iekce. BeposTHOCTh 00pa3oBaHUSI CUHIJIETHOTO
KUCJIOpO/a YBEJIUUYMBAETCS MTPU TTE€PEBOCCTAHOBJICH -
HOCTU 2JeKTpoH-TpaHcnopTHoit nenu (DTII) B pe-
3yJIbTaTe MOMIOIIEHUSI CBETa BBICOKO MHTEHCUBHO-
CTHU WIX OENCTBUS IPYTUX cTpecc-¢akTopos [19].

XJtoportacTel, Oyaydd aKTUBHBIMM TeHepaTopa-
My ADK, UMEIOT MOIITHYIO CUCTEMY aHTUOKCUIAHT-
Ho 3ammTHI [17] (puc. 1).

CyTIepOKCUIHBIN aHNOH-paInuKall, 00pa3yonInii-
csl B XJIOpOILJIacTax, 00e3BPeKMBACTCS C MOMOIIBIO
Cu/Zn-COM u Fe-CO/. ITokazaHo, uto okoiyio 70%
Cu/Zn-CO/I npuKkpeIuieHO K CTpOMaJIbHOI IIOBEPX-
HOCTU MeMOpaH TWJIAKOUIOB, B KOTOPBIX JIOKAIN30-
BaH KoMmIuiekc potocucremsbl 1 [20]. DTOT hepMeHT
TaKKe MPUCYTCTBYEeT BO BHYTPUTUIAKOMIHOM TIPO-
CTPaHCTBE XJIOPOTLIACTOB.

Ilepokcun Bomopoda, oOpa3yroluiics B peakluu,
Karaym3upyemoii COJl, MoxeT 00e3BpeXMBATBCS C
y9acTHEM Pa3]IMUYHBIX (DEPMEHTHBIX CUCTEM. 3HA4YM-
TeJIbHBII BKJIaJ B 3TOT MPOLIECC BHOCST CoJiepKallire-
¢S B XJIopoIlIacTax aBe (popMbl acKopOaTIIepOKCHIA-
36l (reMoBBIe MepoKcuaasbl kiaacca I, KO 1.11.1.11),
OIHAa U3 KOTOPBIX CTpOMaJibHasl, a Ipyrasi CBsi3aHa C
TUJIAKOMIAMH CO CTOPOHEI CTPOMBI [21].

B xsioporuiacrax nmpucyTCTBYIOT TaKKe MEPOKCUPE-
JIOKCUHBI, KOTOPbI€ Ha3bIBaIOT HU3KOA(h(HEKTUBHBIMU
nepoxkcuaazamu [22]. OHU CITOCOOHBI BOCCTaHABIIM-
BaTb MEPOKCUI BOAOPOJA, UCTOJIb3Ysl SIKBUBAJIEHTHI,
npenoctabisieMble HAJI®H mnu TMopenoKcuHaMU,
MaJbIMU OeJIKaMU, colepXKallMMU IBa PedOKC-aK-
TUBHBIX ocTaTKa Cys, KOTOpbIE TaKXXe OOHAPYXKEHbI B
xjoporuiactax [23], U MOTYyT IpUHUMATh yJyacTHe B
A®K-3aBucUMOM curHajuHre. B xjoporuiactax u
JIPYTUX PENOKC-aKTUBHBIX KOMIapTMEHTax pacTu-
TEJIbHOU KJIETKU TPUCYTCTBYIOT U TJyTapenOKCUHbI
(K® 1.20.4.1), yyacTBylolyde B Ipolieccax BoccTa-
HOBJICHUSI AUCYIbGMUIOB U NeTIYyTaTUOHUJIMPOBAHUS
[24]. @akTHYeCK OHU SIBJIISIOTCS IIPEACTaBUTEISIMU
ceMeicTBa TMOPEAOKCUHOB, Y KOTOPBIX MOCJe BOC-
CTaHOBJIEHUS TUOJIbHBIX TPYMIT OEJIKOB COOCTBEHHbIE
CYJIbTUJPUJIbHBIE TPYIIbl BOCCTAHABIMBAIOTCS IBYMSI
MoJiekysiamu riaytatuoHa (GSH). MMeroTcs ykazaHust
Ha yyacTue TUOPEJOKCUHOB, IIyTapeIOKCUHOB U Tie-
POKCUPEIOKCUHOB B 00eCTIeYeHUM aHTUOKCUIAHTHOM
3allMUThI ¥ yYaCTUU B TOHKUX MPOLIeccaxX peloKC-pery-
JISILIMYA aKTUBHOCTU (DOTOCUHTETUYECKUX (PEPMEHTOB,
Mpo1eccoB (POTOABIXaHHS, MEXKJIETOUHONH KOMMYHU-
KallMM, OTBETOB Ha JIEMCTBUE CTPECCOPOB U KOHTPOJIE
OHTOIreHe3a pacTeHuii [22, 24—26].

Cpenn HU3KOMOJIEKYJISIpHBIX AO XJIOpOIIIacTOB
BaXKHYIO pOJIb UTpaeT ackopbat. B aTux opraHesiax
sokanu3oBaHo 30—40% ob1irero ackopbata, ero KOH-
HEeHTpaIus B CTpoMe cocTaBisieT okojio 50 MM [27].
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B xmoporuractax cocpemoToyeH WM OCHOBHOM Iy
¢dbepMeHTOB CHHTEe3a TiiyTaTuoHa [28].

JJ1s1 MOCTOSTHHOTO yaalieHUsI TIePOKCUIa BOIOPO-
JIa HeoOXOIMMO, YTOOBI OBIJI JOCTATOYHO BBICOKMM
YPOBEHb BOCCTAHOBJIEHHBIX aCKOPOMHOBOI KMCJIOTHI
U TIyTaTHOHA. JIJIs 3TOro COBMECTHO ACMCTBYIOT He-
CKOJIBKMX (DEPMEHTOB B acKopOaT-IIIyTaTUOHOBOM
LUKJIe, obecIieyrBaoneM o0e3BpexKuBaHuEe TIEPOK-
cuga Bogopona. LIMKi BKITIoYaeT B3aMMOCBSI3aHHEIE
OKHCJIUTEIbHO-BOCCTAHOBUTEIbHBIC PEaKIU C yJa-
ctueM ackopbara, rimyratnoHa u HAJI®H [29].

XJ10poruiacTbl conepxaT OOJbIIOK TyJ TUIPO-
¢o06HBIX AO (KapoTHMHOUIOB 1 TOKOodepoaa), odbe3-
BpEXMBAIOILIMX CUHIJIETHBIN KUCIOPO/ Y HEKOTOPbIE
panukanbHble ADK, B HUX TakKe NpUCyTCTBYIOT AO
(eHoIBHOI TTpUpPOIE! [2, 16].

Ilepokcucombl. OmHa M3 OCHOBHBIX (OYHKIIUIA
3TUX opraHeu1 — ¢oronwixanue. [1pu Hem pocdorim-
KoJaT, TIOCTyMNaIINil 13 XJI0pOIUIACTOB, MpeBpallia-
eTCsl B IJIMKOJAT MpU ydacTum pocdorimkoaardoc-
darasbl, a 3aTeM Mo AeCTBUEM IIMKOJIATOKCUIA3bI B
[JIMOKCUJIAT, TPY 3TOM 00pa3yeTcsi IEPOKCHUI BOAOPO-
na. B mepokcucoMax nepokcui Boaopoaa TakxKe Mo-
KeT 00Opa3oBbIBAThCSI MPU  P-OKUCIEHUU KUPHBIX
kucyoT [19]. B Hux kpoMe nepokcuaa Bogopoaa, 0o-
pa3yeTcs U U CylepoKCUAHbINA pagukai (puc. 1). On
MOXET TeHEepUpOBAaTbCS MPU KCAHTMHOKCUIA3HOM
peakuuu, a Takxke npu okucieHuun HAJIH wun
HAJI®H Ha nepokcucomanabHoi MeMOpaHe [30].

IlepokcucoMbl coaepkaTt U BeCb KOMILIEKC (hep-
MmeHTOB yTuimszauuu A®K. Tak, mokazaHo, 4TO B
9THUX opraHewiax Inpucyrcryior Cu/Zn-COJl, Mn-
CO/, kaTana3bl, acKopOaTIepoKCcuaa3bl U IriyTaTh-
oHpenykTassl [2, 21]. Takum ob6pa3zom, obecrieurBast
npouecc (GoTOAbIXaHUSI, TIEPOKCUCOMBI 3aleiiCTBO-
BaHbI U B PETYJISILIUU CBSI3aHHOTO C HUM MeTaboIn3-
ma ADK.

MuTtoxonapud. DTU OpraHesulbl, KaK 1 XJIOpoILia-
CThI, COIEPKAT OOJIbIIOE KOJMYECTBO IIEPEHOCUMKOB
5JIeKTpoHOB. ClTyyaifHOe X B3aMMOIECTBUE C MOJIe-
KYJISIPHBIM KHUCJIOPOIOM MOXET MPUBECTU K OIHO-

3JIeKTPOHHOMY BoccTaHoBIeHUI0 O, 1o O, . CKopocTh
redHepauuu ADK cylecTBEHHO 3aBUCUT OT CTEIIEHU
BoccTaHoBIeHHOCTU DT 1 MeMOpaHHOTO MOTEHLIM-
ana. luccunauusi MeMOpaHHOTO MOTeHLIMAaIa TTPOUC-
XOOUT TIPA OKUCIUTEIBHOM (PochOoprMImpoOBaHUN
AJ1®. TTosToMy, eclii B MUTOXOHAPHUSIX JOCTATOUHO
AIID 1 oH aKTUBHO (hochopryIMpyeTcs, TUCCUTIALIS
MPOTOHHOIO TpagueHTa CHUXXaeT MEMOpaHHBIN IMo-

TEHIIMAJ U BEPOSITHOCTh reHeparmu O; [13].

OCHOBHBIMU CaliTaMU YTeUYKHU 3JICKTPOHOB Yy pac-
TeHMI, KaK U Y XKMBOTHBIX, CYUTAIOTCS KOMILIEKCHI |
u 111 [13]. OgHako B mociienHee BpeMs ITOJIyYeHEI Be-
COMBIE JOKAa3aTeJIbCTBa OOJIBIIIOTO BKJIaAa KOMILIEK-
ca Il (cykumnatnernaporeHassl (CAT), K® 1.3.99.1)
B obpa3oBaHne ADPK B MUTOXOHIOPUSX KJIECTOK XKU-
BOTHBIX M pacTeHuit [31]. DTOT PepMeHT KaTaans3n-
Ne 5

TOM 55 2019



KOJIYITAEB u np.

422

*OLOMAL  BUHOHOKOLI ‘ITHRERMA OH d0LHINAID
XI9IHALAILO 19LBd109AD ‘HUONOTadouL — UX¥ ], ‘BERIUINO-HPIVH — HOGY ‘HudMoraduoodou — yx¥d ‘BHOULBLALI BWdO] BEHHOIHOHEBLID0d — HSO ‘HUOMOradel
-AII — XD ‘9N BeHLdOoHedL-HOAINAIE — [ € ‘OHHIELOLIELOO0D ‘[[ U [ IIWALOMO0LO( — [[ Sd ¥ [ Sd ‘BUHIHUIA0D JI9HILOHIP — D P ‘19TMOHOgRI( — I ‘BERLANOUT
-roModalIAd — 70D ‘edexed — xe)) ‘[[] BooeL BeRTNINOdIL — Q] ‘BERTUINOHUWEBUALOL — QY]] ‘BERTUONOLRIBINO — O ‘BELTUONOHULHEIN — QY ‘Beelreled — | VY ‘[ 9IMOH
-uiodex — dey| (BERTUONOHUNEUY — OV ‘BEBTMIONOdOLHONLBLALLT — Q] ] ‘BERTUINOLRLOMUILI — O | ‘1eodOo¥or — 3oy ‘eeerndododanregdosoe — Q[ [V ‘BERTUONMO BeHauLeHdOL
-qIre — DMV ‘INIUT YI99OHOULBLALI-1egdOMOR — [ IV ‘0Std Wodxoinm — 0s¥dyy -ostrorst yondirainioed € 3 py BUHRAMKIAIE000 U MMTTEAOHAT IINEMHBXOW JIIHEOHO() [ “dUJ

| xeD ‘Od ‘HSD I
HoN _
_ ' qrrofseq |

e |

[uxad “uxO UXAL HSO|
L BUAITHOXOLU A ]

[N
RLOIOUM O°Hj

_ _
_ _ _ |
_ _ _ |
_ _ -

¢ 4 _ » z _

segoROJA[ | [-O O%Hl| |termosoniy ‘ 6

_ 7 7y @ 7Y A [ _ E E |
_ @ @ “ __ OO “UXAd UXAD UXAL .:mo_ @ _
| | | |
_ _

HULHEDY] E_ _N|O_ Lerodu r__A.. . ST, [ LeroxuiIodood

»>CO%H [«

To@me S @@

| 0@ ‘uxad “UXUD UXAL HSO | 9 ouv

2019

0 5

TOM 55

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA



AHTUOKCUIAHTHAS CUCTEMA PACTEHUN

pYET OMHY M3 peaklnii MUKjIa TPUKapOOHOBBIX KHC-
JIOT M TOCTaBJISIET 3JEKTPOHBI B AbIXaTEJbHYIO 1I€ITh
yepe3 YOUXUHOH. Y pacTeHU apabuoricuca To4yeyd-
Has MyTalMs M0 TeHY, KOAUPYIOIeMY OJHY 13 CyOb-
enuaun, CAI' (SDH 1-1), BeI3bpIBazia CHMZKEHUE aK-
TUBHOCTH (PepMEHTa C OQHOBPEMEHHBIM YMEHBIIIC-
HueM cogepxanust ADK B kierkax [31].

B 1ienioM, y pacTeHUIt B3aUMOCBSI3b MEX/IY TPaHC-
MMOPTOM BJIEKTPOHOB, OKUCIUTEIBHBIM (hochoprim-
poBaHueM U reHepauueit AOK Gojiee ciioxHas, yeM
Yy KMBOTHBIX B CBSI3W C HaJIMYUEM aJIbTCPHATUBHOM
OKCHUAA3bl, KaTaIU3UPYIOIIeil OKUCIeHUE YOUXUHO-
JIa ¥ BOCCTAHOBJIEHHE MOJICKYJIIPHOTO KHCJIOPOIa 10
Boakl. [Tpu aTOM IIpenoTBpallaeTcst BEPOSITHOCTh 00-

pasoBanusi O, BCJIEACTBUE YTEYKU BJIEKTPOHA OT
komruiekca III. Hapsimy ¢ 3TUM TpaHCIIOPT 2J1eKTPO-
HOB B 00xod komiuiekca III, nuutoxpomMa ¢ U KOM-
iekca IV yMeHblmaeT Kak mepeBoCCTaHOBIICHIE M-
TOXOHAPUI, TaK ¥ UX MEMOpaHHBIN MOTEHIIMAJ 1, KaK
CJIeICTBUE, BEpOSITHOCTL o0pazoBaHust ADK [32]. Ta-
KM 00pa3oM, aJbTePHATUBHYIO OKCHUIA3y MUTOXOH-
JIpUIA MOXXHO paccMaTpuBaTh Kak KoMImoHeHT AOC.

AJIbTepHAaTUBHYIO OKCHAA3y CoAepxKaT Takue hu-
JIOTEHETUYECKN pa3IMuYHble OpraHM3Mbl, KaK BbIC-
1€ pacTeHMsI, BOOOPOCIIM, OOJBIINHCTBO I'PUOOB U
HeKoTopbIe npocreiime [33]. DToT 6e10K KonupyeT-
Csl SIIEPHBIM TEHOMOM, MMEET MOJIEKYJISIPHYIO Maccy
32—36 x/la 1 ToKaNIU3MpyeTcs Ha BHYTPEHHEHR CTOpO-
HE MUTOXOHIIpHaJibHOM MeMOpaHbl. [Tloka3aHo, 4yTo y
pacTeHM ypOBEHb 3KCITPECCHM T'eHa AlbTEPHATUBHOM
OKCHJIa3bl MOBBIIIACTCS MPU ACHCTBUM HeOJaronpu-
SITHBIX (DaKTOPOB Pa3IMYHON IPpUPOIbI [34].

IToMuMO MexaHU3MOB, CBSI3aHHBIX C MPEIOTBpa-
IIEHUEM B CTPECCOBBIX YCIIOBHUSIX U30BITOYHOTO 00-
paszoBaHusgd APK B MUTOXOHIPUIX, 3TU OpPraHesJIbl
o0manaloT coocTBeHHo MolHoit AOC (puc. 1).

JleToOKCUKauio CYNEPOKCUIHOTO AaHWOH-PaIy-
KajJla B MUTOXOHIPUSIX OCYILIECTBIISIIOT ABE (hOPMBI
CO/1: Mn-CO/l, cneunduyHas st JaHHOI opra-
Hesiel, 1 Cu/Zn-COJl, xapakTepHas IUISI pa3idd-
HBIX KJICTOYHBIX KOMITapTMeHTOB [35]. B MuToxoH-
JIPUSIX coaepxKaTcsl acKopOaTIiepoKcuIa3a, Karajaasa,
IIyTaTUOHIIEpOKCHUIa3a W Iepokcuaasza kiacca 111
(ITO) Ttak Ha3piBaeMasi “rBasiKoJillepokcuaasa”,
K® 1.11.1.7), conmepxaiiass TeMHHOBOE KelIe30 U
IIPOSIBJISTIONIASI BEICOKYIO aKTUBHOCTD B IPUCYTCTBUU
denooB [36].

IMpucyTcTBUE B MUTOXOHAPUSIX acKopbara, IiryTa-
TUOHA, BOCCTAHOBUTEJIbHBIX 9KBMBajieHTOoB HAJIDH,
a TaKKe COOTBETCTBYIOIINUX (pEpMEHTOB (acKopOaTIie-
poKcMIa3bl, MOHOAETUIpPOACKOpOATpenyKTasbl, mAe-
TrUapoackKopOaTpenyKTa3bl M TIIyTaTUOHPEIYKTa3bl)
CO3MaeT YCJIOBUS IS MOJHOLIEHHOTO (PYHKIIMOHUPO-
BaHMS B HMX acKOpOaT-TJIyTaTUOHOBOIO Liukia [37].
Bo3moxxHO, 9TO B 00€3BpeXMBAaHUM TIEPOKCHUIA BO-
JIopoJia B MUTOXOHAPUSIX 3a/1efiCTBOBaHbI U MEPOK-
cupenokcuHbl [22]. IlepokcHMpemOKCHMHBI B KOM-
IUIEKCE C TUOPEAOKCUHAMM, TIyTapeloKCMHaMU M
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[JIyTATUOHOM YYacCTBYIOT TakKe B MOAJIEPXKaHUU pe-
JIOKC-CcTaTyca MUTOXOHAPUAIbHBIX OEJIKOB [24].

Bakyosb. YHUKaJIbHOII OCOOEHHOCTBIO pPaCTHU-
TEeJIbHOM KJIETKU SIBJIsSIEeTCS Haauuue Bakyosuu. OHa
BBITIOJIHSIET pa3HOoOOpa3Hble GyHKIUM [38], B TOM
quclie TIPSIMO U OIOCPEIOBAHHO CBSI3aHHBIE C MOZ-
nepxaHueMm penokc-romeocrtasa [39]. B anTuokcu-
JMIaHTHOM 3allIMTEe BaKyoJIb UTPaeT POJb JOBYILIKYU WU
BHyTpuKIIeTouHOro croka ADK. INpu stom ADK, B
YaCTHOCTU MOJIEKYJIbl MEPOKCHUAA BOIOPOAA, MOTYT
JIETKO MPOHUKAaTh B Hee [40].

Cyuraercd, 4To BaKkyosb He nmeeT ADPK-reHepu-
PYIOIIIMX CUCTEM, a BBICTYIAaeT UMEHHO B KauyecTBe
DIYIIUTEIsS aKTUBHOTO Kucyiopoaa. OIHaKo uccie-
JIOBaHMSI C MCIIOJIb30BAHMEM METOIOB IPOTEOMUKU
YKa3bIBalOT Ha BO3MOKHOE TIPUCYTCTBUE B TOHOILIACTE
HAI®H-okcunasel, KoTopas MOXKET TeHEepUpOBATh
CYNEPOKCUIHBI aHMOH-PAaavKal C MCHOJIb30BaHUEM
uuto3osibHoro HAJI®H [41]. ITonydyeHbl ITaHHBIE O Ha-
JIMYMM B BakyoJsix OoJblaoro myina AO (puc. 1).
MepmeHTaTuBHag coctaBiagoomasgs AOC Bakyodseit
npeactasjieHa B nepByro odyepenb I10 [42]. B aTtux
opraHesiax Takxke ooHapyxeHbl COJl 1 rryTaTuOH-
S-tpaHcdepasa [43]. Bakyonn comepkaT n GOJIbIIIOE
KOJIMYECTBO HU3KOMOJEKYISIpHbIX AQO, B MEpBYIO
ouepenb, (PEHOJIBHBIX COEIMHEHUI (B TOM 4YMCIIC
¢maBonounon), GSH u caxapos [39, 43].

DHAoMIa3MaTHIECKHii  peTHKYayM. [Ipomykums

A®DK (O3 ) B aHAOIUIa3MAaTUIECKOM peThKyIyme (DP)
MoxeT nporcxoautb HAJPH-3aBrucMBbIM 06pa3om
¢ yuyactueMm uuroxpoma P450 [44]. Cuuraercs, 4TO
netokcukanss ADPK, obpasyrouiuxcs B DP, ocy-
IIECTBJSIETCS C ITIOMOIIBIO IUTOTJIa3MaTUUYECKUX
CO/l n dpepMeHTOB acKOpPOAT-IIIyTaTUOHOBOTO IIMK-
na (puc. 1). CBenenusi o ipucyrcTBuu B OP rimyratu-
oHa [45] u ryraTuoHnepokcuaassl [46] ykaseIBaoT
Ha BO3MOXHOCTh 00€3BpeXXBaHUS B TOM KOMIIApPT-
MEHTE JTUITUIHBIX TIePOKCUIOB.

IIuro3oas. BrionHe ecrectBeHHO, uTo ADK, 00-
pasymolIrecs B OpraHe/ulax U aIoluiacTe, MOTYT I10-
CTyIaTh B LIUTO30JIb, KOTOPbIii MUMEET LUIMPOKUIA ap-
ceHas AO. B nuto3onu nokanuzoBanbl Cu/Zn-CO/I,
I10O, rnyratTroHIepokcuaasa, IJIyTaTMOHPEIyKTas3a,
JIeruapoackopodaTpenykraza u JApyrue (GepMeHTH,
oobes3BpexuBaronue ADK u nmommepxuBaioniye Boc-
CTaHOBJICHHOE COCTOSIHME HM3KOMOJIEKYISIpHBIX AO
[2,9,21].

Anommacr. Pegokc-MeTaboim3M arosacra oIpe-
nensiercss yHkuoHnupoBanmeM ADK-reHepupyro-
IIMX U aHTUOKCUIAHTHBHIX (DEPMEHTOB, JIOKAJIMU30-
BaHHEBIX HE TOJILKO B CAMUX KJIETOYHBIX CTEHKaX, HO
U B IazMatudeckoii memopane [47] (puc. 1). Oco-
06oe 3HaueHue B reHepauuu APK B anoriacte uMeeT
HAJI®H-okcumaza (K® 1.6.3.1). BtoTr depMeHT-
HbIi KOMILJIEKC BOCCTAaHABJIMBAET MOJIEKYJISPHbINA
KMCJIOPOJI C 00pa3oBaHUEM CYIIEPOKCUIHOTO aHUOH-
panukaia. B peakiimmy ucmoib3yeTcs HATOILIa3MaTH -
yeckuii HAII®H, 3j1eKTpOHBI OT KOTOPOIO C y4acTU-
Ne 5

TOM 55 2019



424

eM DAJl 1 rema TepeHOCATCS dyepe3 MeMOpaHy Ha
Hapy>KHYIO €€ CTOPOHY K MOJIEKYJISIPHOMY KHMCJIOPO-
Iy ¢ oOpa3oBaHUEM CYNEPOKCHUIHOIO aHUOH-paIr-
Kana [48].

I'enom apadbunornicuca cogepxut 10 mpencraBuTe-
Jieii cemeiicTBa reHOB MeMOpaHOCBsSI3aHHOM (KaTau-
tyeckoit) cyorequaunel RBOH (Respiratory Burst
Oxidase Homologs), o6o3HauaeMbix Kak AtRboh (A,
B,C,D,E,F,G,H,J, L) [49]. B reHome puca BbIsIB-
JICHO NEBSTh TEHOB, KOMMPYIOIINX KAaTaTUTHISCKYIO
cyobenuauiyy HAJ®DH-okcumasel. 'enst RBOH
UISHTUDUIIUPOBAHBI U B TEHOMAX psilia IPYrux pac-
teHwuii [50].

I'emoBbie mepokcumasbl kiacca III cocraBasior
OKOJIO TIOJIOBMHBI OKCUAOPEAYKTa3 KJIETOYHBIX CTE-
HOK [47]. Hapsiny ¢ aHTMOKCUIAHTHOI aKTUBHOCTbBIO
I1O MoryT IIpoSBIISITE U OKCUAA3HYIO aKTUBHOCTD,
CBSI3aHHYIO C Iepeaadeii 2J1eKTPOHOB OT BOCCTAHO-
Buteiieit (Hanpumep, HAIIH) Ha xuciaopon u o0-
pa3oBaHUEM CYIIEpPOKCUIHOTO aHMOH-paguKaia 1
nepokcuaa Bomopoaa [51]. BaxHoit camraeTrcd m
crmocooHOoCcTh 1O reHepupoBath HO® B peakimsx
Xabepa—Baiica [47].

OmnpeneneHHbBIN BKJIaa B HAKOIUIEHWE MepoKCcHUaa
BOIOpPOAA PACTUTEIIbHBIMU KJIECTKAMM MOXET BHO-
cuTh okcanarokcuaasa (K® 1.2.3.4), katannusupyio-
11asi OKMCJICHUE IaBEJIEBOM KMCJIOTHI MOJIEKYJSIp-
HBIM KHCJI0poaoM ¢ obpaszoBanuem CO, u H,0O, [52].
3HAYUTEIbHBIN IIyJ OKCAJIaTOKCHUIA3 COMEPKMUTCS
MMEHHO B KJIETOUHBIX cTeHKax [47]. [lepokcun Boo-
polla B KJIETOYHBIX CTEeHKAaX MOXKET TeHEepUpPOBaThCs
V- ¥ TTonnaMuHoKcunazamu [41]. Eine omamM mc-
TouHukoM ADK B amoriacte MOryT ObITh JIMTTOKCH-
reHas3bl, JOKAJIN30BaHHbIC B IUIa3MaTUYCCKOM MeM-
OpaHe M 4YacTO aKTHUBUPYIOIIMECSI B CTPECCOBBIX
yclioBusx [53].

B xnerounsix creHkax npucyrctByet u Cu/Zn-CO/l,
YTO ITO3BOJISIET TPEANOJI0XUTh, YTO 3HAYUTEIbHAS
YacTb CYITEPOKCUIHBIX aHMOH-PaIUuKaJIOB, TeHEPU-
pyembix HAJIDH-okcuaa3oii Ha BHEIIHEN CTOpOHE
IUIa3MaJieMMbI, IIpeBpallaeTCs B IEPOKCUI BOTOPOaA
HeTrocpeacTBeHHO B arroruracte [54]. M3 amomniacra
MEePOKCHUJT BOIOPOJA MOXET C MOMOIIbIO aKBaIlopu-
HOB MPOHUKAThH B LIMTO30JIb U BHITIOJIHATH TAM CHUT-
HaJbHBIE (PYHKILIVMN.

ArrormiacT Takke comepxXut AO, ygacTByIOIINEe B
peryJIsiliuM peAOKC-roMeocTa3a B 3TOM KOMIAapTMEH-
te [41]. Kpome Cu/Zn-COJl, B HEM OOHapy:KeHbI
pa3nngHbIie MoJIeKyIsIpHBIe dopMmbl I10, a Takke ac-
KopbOaTnepokcuaaza [55]. B KJIeTOYHBIX CTEHKax
MIPUCYTCTBYET 3HAYMTEILHOE KOJMYECTBO (DEHOJIb-
HBIX BOCCTAaHOBUTEJIEI, KOTOPBIE, BEPOSITHO, y4acT-
BYIOT He TOJIBKO B npeBpaiieHusix APK, Ho u B hop-
MUPOBAaHUM (PEHOJIbHBIX OKMCINTEIbHBIX MOCTUKOB
MeXIy IToInMepaMu CTeHKM [55]. Y pacTtenuii puca B
anoruiacte HaiineH TnopenokcrH OsTRXh1 [56], a B
arornjacTe KOpHel KyKypy3bl — OOWH U3 IIIyTapeaoK-
crHOB [57]. B KII€eTOYHBIX CTEHKAX MMEIOTCS TIEPOK-
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CUpEenoOKCUHBI [58], crmocoOHBIE BOCCTAHABIWBATH
MEePOKCUJT BOAOPOAA 3a CYET OKHUCIIEHUS COOCTBEH-
HbIX SH-Tpynmn. B anoruracte npucyTCTBYIOT U HU3-
KoMmoJieKysipabeie AO, B 4aCTHOCTH, aCKOPOMHOBASI
kucyioTa (1o 1 MM) [59] u r1yTaTHOH, KOHLIEHTPALIYS
KoToporo He TipeBbImiacT 0.03 M [60]. CnenyeT oT™me-
TUTh, YTO B MOBBIIIEHHBIX KOHIIEHTpanusax (1 MM u
BBIIIIE) aCKOPOMHOBAsI KUCJIOTA MOXET IPOSIBISITh
IIPOOKCUIAHTHLIE CBOMCTBA B MPUCYTCTBUM METaJI-
JIOB C TIEPEMEHHOI BaJIECHTHOCTBIO ITyTEM T'€HEPUPO-
BaHUs pagukanbHbIX ADK Bo Bpems da3bl IpoaoJi-
xeHus uernHoi peakuuu [1OJI [61]. JlokazaHa poiib
BHeKkJIeTOYHbIX ADPK B (popMHUpoBaHUM CUTHAJIOB,
WHOYLYPYIOIIMX 3allUTHbIE peakIuy pacTeHUI Ha
OuoTHUYecKrue U abuoThuecKue cTpeccopnl [47, 54,
55]. B To 3xe Bpemst poiib AO KJIIETOYHBIX CTEHOK B pe-
ryaguun ADK-curHajioB octaeTcsl IPaKTUYECKU HE
WCCJIeNOBAaHHOM.

OYHKINU AHTUOKCUIAHTOB

3ammTa MaKpoMoJIeKyJ M KJIETOYHBIX CTPYKTYP OT
OKMCJIMTEJIbHBIX MOBpexXaAeHmii. PeryasaTropHoe 1 1o-
Bpexnatoliee neicteue ADK peanusyercs myrem ux
B3auMozneiicTBus ¢ aunugamu, 6eakamu u JHK [62].
ADK gBisitoTcs MHULIMATOpaMU IMEPOKCUIHOTO OKHC-
sienust iununos (ITOJI), okucnenus 6eiakos u JJHK.

IMTon mpoueccom ITOJI TpagUIIMOHHO TTOHUMAIOT
CBOOOMTHOPAIUKAJIbHOE OKHWCJIEHUE TTOJIMHEHAChI-
IMEHHBIX XUPpHBIX Kucaor. ITOJI mporekaer B Tpm
CTaauu: WHULMUPOBAHUS, pa3BUTUSI U obpbiBa. K
CBOOOMHBIM pagunKajaM, ClIOCOOHBIM MHUIIUUPOBATD
I1OJI, otHocsaTcst ruapokcwibHblil ("OH), mepok-

cwibHblit (RO;) 1 ruaponepokcuanbiii (HO) panu-

KaJIbl, HO He CYMEepPOKCUIHBIN aHnoH-panukan (O )
WIM pagukall MoHookcuaa azota (NO*°) [63]. B3au-
MOACMCTBHE CBOOOMHBIX PagMKaJIOB C JIMIOUAAMU
MPUBOIUT K ITOSIBJICHUIO JIUITMAHBIX PaJIUKaIOB, KO-
TOpBbI€ B MPUCYTCTBUU KUCOpOAa 00Opa3yIoT MepoK-
CUIHbIE pagvKajibl, UTHULAUPYIOLINE Yy MOJIMHEHA-
CBHIIIEHHBIX KMPHBIX KHCJIOT, BXOASIIUX B COCTaB
dochonunuaoB, OTPLIB aTOMa BoAOpoAa B (L-TI0JIO-
KEHUUM aToMa YIJIepoja II0 OTHOIIEHUIO K JIBOMHOM
cBs3u. MexaanaMm pasputusg [10J] B 11e1oM Xopoino
M3BECTEH M OIMCAaH BO MHOIMX M3maHusax [62, 63].
OIHUMU U3 IJIaBHBIX YYaCTHUKOB He(epMeHTaTUB-
Horo ITOJI aBnsgroTCcst MOHBI METAJIJIOB C TIEPEMEHHOMN
BAJICHTHOCThIO, B TIEPBYIO OYepedb MOHBI XKejesa.
PasznoxeHue ruapornepoKCuaoB SIBIISIETCSI OCHOBHOI
peakiyeii, KoTopasl OIlpeneisieT yJacTue Xejesa B
aktuBauuu [1OJI u mpuBOAUT K BETBJICHUIO LICITU:

Fe’* + LOOH — Fe’* + LO + OH™.

Pagukan LO® BcTymaeT B JalbHEMIINE pPeaKIUU
LEMTHOTO OKUCJIEHUS.

B mnpemorBpamieHne MHULMAOWKA W Pa3BUTHUS
ITOJI BHoOcaT Bkiam MHorue KomMItoHeHTHI AOC.
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AHTUOKCUIAHTHAS CUCTEMA PACTEHUN

Oco6oe 3HaueHne nmeet cesizbiBanue "OH, RO, u

HO,, koTopoe ocyiecTBisieTcsl TOTbKO HU3KOMOJIE-
KynsipabiMu AO.

HecMoTpst Ha TO, 4TO CyIepOKCUIHBINA aHUOH-Pa-
IuKan He MoxeT mHummpoBath I10J1, ero mpespa-
IIEHNE B TEPOKCU BOJOPOIa, CIOHTAHHOE WX 00Y-
clioBlieHHOe aKTUBHOCTBI0O COJl, MOXeT OBITh IIPU-
YUHOM JaMbHENIIIET0o 00pa30BaHUS TUAPOKCUIBHOTO
panukana 1o peakuuu OeHTOHa, TMpOoTeKalollen ¢
y4acTHEM HMOHOB IMEPeXOOHBIX MeTauioB. s ero
MpeaoTBpaIleHHs, HapsIAy ¢ HU3KOMOJIEKYISIPHBIMU
AOQ, BaxxHy10 pojb urpaet aktuBaiuusa CO/l B coueTa-
HUU C aKTUBaluein pepMeHTOB, 00€3BpEeXUBAIOIINX
nepokcun Bomopona [64]. KpoMme Ttoro, Bce HU3KO-
MOJIEKYJISIPHBbIE COeAVHEHMUSI, CITIOCOOHbBIE CBSI3bIBAThH
WOHBI TEPEXONHBIX METAJUIOB, BHOCST BKJIam B
npenorspamieHue HedepmeHTatuBHoro I[1OJI [2].
Tak, GSH MoxeTr o0pa3oBbIBaTb KOMILIEKCHl CO
MHOTMMH TSIKEJIBIMU METaJUIaMU Y TEM CaMbIM CIIO-
cobcTBOBaTh yMeHbIIeHWIO ypoBHS [10JI, He TONBEKO
ob6esBpexuBass ADPK, Ho u ycTpaHsst pakTOpbl MX
o6paszoBaHud [65]. PaccMaTpuBaeTcst TakKe CIioco0-
HOCTb IIPOJIMHA CBSI3BIBAaTh MOHBI METAJJIOB C Iepe-
MEHHOM BaJICHTHOCTBIO U TEM CaMbIM OTPaHUYMBATh
HedepMEeHTAaTUBHbBIE CBOOOTHOpPAIUKAJILHEIE IIPO-
neccol [14]. XenatupoBaHne MOHOB TSKEIBIX METa-
JIOB CUUTAETCS U BAXKHOM COCTABJISIIOLLEH aHTUOKCHU -
JaHTHOTO JeUCTBUS (DIaBOHOUIOB [66].

Takum o6pazoM, B orpannyenuu I1OJI npuHuma-
IOT y4yacTue HU3KOMOJIeKYJsspHblie AO, CBs3bIBalO-
mue pangukanbHble ADK 1 TIpemoTBpammaromnine mux
0o0pa3oBaHUeE B peaKklUsIX C MePeXOqHbIMU MeTajlia-
Mu. OTHaKO aHTUOKCUIAHTHBIE (hepMEHTHI, YIasII0-
II1Ee CYNEePOKCUIHbI aHUOH-paIuKall U TEePOKCHUI
BOJIOPO/ia, CHUIKAIOT BEPOSITHOCTh 00pa30BaHUS pa-
nukanbHbIx ADK B HehbepMeHTaTUBHBIX peaKIUsIX U
TEM caMbIM IIpenoTBpamiaior paspurne I[1OJI.

OCHOBHBIM PaJMKaJIOM, BbI3BIBAIOIIUM OKWCJIU-
TeJibHble MOAUMUKALIMN OEJIKOB, SIBJISIETCS TUAPOK-
CWIbHBINA panukan. MHummupyemble UM peakiuu
MPUBOIST K OOPa30BaHUIO MEKOEIIKOBBIX CIIIMBOK U
pa3pbIBY TTOJMUIIENITUAHON Lenn [62].

Cepoconep:ailiue aMUHOKUCIOTHI IUCTEMH U Me-
TUOHWH SIBJISTFOTCSI IEPBUYHBIMU MUILIEHIMU OKUCIIE-
HUSI aKTUBHBIMU (popMaMM KMcIopoaa u a3ora [2, 5].
ITpy okucIeHNN OCTaTKOB LIMCTENMHA 00pa3yIoTCsT A~
cyIbdUIbl, a METUOHUHA — METHUOHUHCYIbL(POKCU/I.
Lvkmnaeckue nepexonabl MeXIy OKMCIEHHON W BOC-
CTaHOBJIEHHOI (hpopMaMM 3TUX OCTATKOB MOTYT CJIy-
KUTh MEXaHU3MOM PEeHOKC-PErysliui BHYTPHUKIIE-
TOYHBIX ITpo1IeccoB. [ToMMMO peakinii OKUCIICHUS C
yyactueM ADK, Gerku MoOryT IoaBeprarbesl 6ojiee
MSITKUM MOAU(MUKALNSIM, B YACTHOCTU S-HUTPO3U-
JIMPOBAHMIO U S-IJIyTaTUOHUPOBaHUIO [62]. DT MO-
IuduKaLy pacCMaTpUBAIOTCS HE CTOJBKO KakK Ae-
CTPYKTUBHBIE MPOLIECCHI, CKOJBKO KaK PETYISITOpP-
HBIE (CM. HIKE).
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TaxkuMm o6pa3oM, 3a1rTa 0ETKOB OT OKUCITUTEIh-
HBIX MOBPEXIEHWI MPOUCXOOUT C YYaCTUEM HU3KO-
MoeKyIsIpHbIX AO 1 aHTUOKCUIAHTHBIX (DEPMEHTOB,
B YACTHOCTH, 00€3BPEXMBAIOLIMX [IEPOKCU, BOAOPO-
JIa. BoaMoXHO, B 3TOM IIpoliecce MPMHUMAIOT y4acTHhe
U COEIMHEHUS, TPeIoTBpallalole IeHaTypaluio
0OEJIKOB WJIM CIOCOOCTBYIOLIME BOCCTAHOBJIEHUIO UX
CTPYKTYpBI, B 4aCTHOCTHM, NpoyimH. Tak, moka3aHo,
YTO IIpU OEUCTBUM cTpecc-(hakKTopoB (3acOIecHUS,
noHoB KagMmus n areHToB OC) B KyJIbTypaX KIIETOK
9K30TeHHBIN TMPOJNH MOBBIIIaeT akTUBHOCTE CO/l,
KaTaja3bl U (pepMEHTOB acKOpOaT-IiIyTaTUOHOBOTO
LKA [67—69].

Anpo, conepxamuee JIHK, oTHOCHUTCS K KOMIapT-
MEHTaM, B KOTOPbIX MIUHUMAaJIbHA BEPOSITHOCTH 00-
pasoBaHus u HakoruieHust ADK [70]. B sapax pactu-
TeIBbHBIX KJIeTOK oOHapyxkeHa Cu/Zn-COJH [20].
I1pennomaraercs, 9To B SApO 3TOT (PEpMEHT IT0IaIa-
eT uepe3 saaepHble nmopsl U 3amuinaer JHK-dpuna-
MEHTBI OT OKMCJIMTEIbHBIX HNOoBpexkaeHuii. Kierou-
HOE€ PO MMEET CBOI HE3aBUCUMBII MyJl IJIyTaTUuO-
Ha, KOTOPBIi O0JIee BOCCTAHOBJIEH 10 CPAaBHEHUIO C
ITyJIOM B IIMTOILIa3Me, YTO HEOOXOIMMO IJIs 3allIUThI
JHK ot okucantenbHBIX TToBpexneHuit [70]. Ponb
JIyTaTHOHA B SIApE, MO-BUIUMOMY, HE OrpaHUYMBa-
eTcs npsiMoii netokcukanueit A@K. Ha XuUBOTHBIX
00BeKTax IMOTYyUYEeHBI CBEICHMS O €ro y9aCTUU B pera-
pauuu noBpexneHHbIX Mojiekya JHK myrem Bausi-
HUS Ha 3KcIpeccrio reHa moau(AJl®-pubosa)nonu-
Mepa3bl, KOTOpask OCYIIECTBIISIET POCT MOJIUMEPHBIX
nernoyek u3 AJID-pubo3 Ha OelKax-MUIICHSIX (B
YaCTHOCTH, Ha TUCTOHaX) [71].

IIpennosiaraercs, 4To HapsiAy C TJIyTaTUOHOM B
KOHTpOJIE COAEpKaHUS MepoKCcHUaa Bogopoaa B -
pax paCTUTEJIbHBIX KJI€TOK y4aCTBYIOT TUOPEIOKCH -
HBI [72]. I[IpucyTCTBUE B SIApE U XJIOPOIUIACTaX 3Ha-
YUTEJbHBIX KOJUYECTB (HIaBOHOUIHBIX COEIUHE-
Huit [73] MOXeT yKa3bIlBaTh Ha UX y4acTHUE B 3alIUTE
JHK oT oOKMCIUTEIbHBIX TIOBPEKICHUIA.

Poab aHTMOKCHIAHTOB B CHUTHAJIMHIE W PEryJisIiuM
KJ1eTouHbIX (hyHKIMiA. B HacTos1ee BpeMs TIpeanpu-
HUMAIOTCS TOIBITKM CUCTEMATU3aLlMM BO3MOXKHBIX
CUTHAJIbHO-PETYJISITOPHBIX MEXaHU3MOB, KOTOpEIC
peanuayorcsd ¢ yuactueM ADK/AO [4]. Takue ad-
(dEeKTHI CBSI3BIBAIOT, B MEPBYIO O4Yepelb, C MOTU(dUKa-
yeit pa3ImIHbIX 0eJ1KoB. O6paTuMoil MoaUKAIINN
MOTYT ITOABEPraThCsl TOJALKO OCTATKU LIUCTEWHA U Me-
THoHMHA [74]. OcTaToK LIMCTEeNHA SIBJISIeTCS HanboJiee
AKTUBHBIM YYaCTHUKOM OKUCJIUTEILHO-BOCCTAHOBU-
TEJIbHBIX MPOLIECCOB KaK B CBOOOIHOM COCTOSIHUM,
TaK 1 B cOocTaBe KOhepMEHTOB U OEIKOB [4].

TuonpHBIE TPYMITBEI OEJIKOB paccMaTpHBAIOT Kak
“IepekJiirouaTesiu’ B mpoleccax TpaHCOYKIUNA CUTHA-
noB [8]. Ilepemaya curHajga MOOYJIUPYETCS ITOCPE.I-
CTBOM M3MEHEHHUS B CYJbMIUIPUIBHOM TOMEOCTas3e
(RSH, RS-SR u RSOH) u pexxume riyraTMOHUpPOBa-
HUs cnenuduieckux 6enxkosn [4, 75]. Joka3aHo, 4TO
muieHsIMHU nerctBust APK 1 TMOJbHBIX OCPEIHM -
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KOB B KJIETKE MOTYT ObITb MHOTHE O€JIK1, B YaCTHO-
CTU, peLIeNITOPHbIE KMHAa3bl, (pocarasbl U TPAHCKPHUII-
IMOHHBIE (akTopkl [76]. [TokazaHO, HampuMep, 4TO
S-myTaTMOHUPOBAaHUE OTHAEIBHBIX TPAHCKPUMILIMOH-
HbIX (PAaKTOPOB MOXKET UHTMOMPOBATh UX CBSI3bIBAHUE
¢ AHK [71]. [TpeanmpuHAMarOTCSI MOMBITKA UHTETPU-
poBath peakiimn GSH M THMOABHBIX TPYIIIT OEIKOB B
3 deKTUBHBIC MOALTIN, KOTOPhIE MOXKHO OBLIIO OBI KIC-
MOJIb30BaTh [JISI TECTUPOBAHUS OpraHU3Ma 1 JUarHo-
CTUKM Tiatojioruii. OnHaKo Takoe WUHTEeTpUpPOBaHUE
OCJIOXKHSIETCSI pa3HOOOPA3UEM MPOILIECCOB C y4yacTU-
em GSH [4].

B Hacrosi1iiee Bpemsl B KaueCTBE yUaCTHUKOB CUT-
HaJbHOW TPaHCAYKIIUU B KJIETKaX PaCTeHUN U XU-
BOTHBIX PACCMaTPUBAIOTCS U TUOPENOKCUHBI. Tak, mo-
SIBUWJIMCH CBEJCHUST 00 UX YYaCTUU PETYJISILIUU COCTOSI-
HUS TPAHCKPUITLIMOHHBIX (DaKTOPOB U 3KCIPECCUU
SIIEPHBIX TeHOB y pacTteHuii [72]. KoMmoHeHTamMu Ta-
KOl CHCTEMBI SIBJISIIOTCS] TIEPOKCUT BOAOPOAa, OKUCISI-
ot SH-rpynmny tuopenokcuHa no —SO,H, u
HAI®H, BoccTaHaBIMBaIOLINiI TUOPENOKCUH C I10-
Molibio hepMeHTa HAIIMDH-THOpe10KCMHPETyKTa3hbl.

B uienom, B HacTosiiiee BpeMsi TUOJIbHBIE COeo-
HeHMs (IJIyTaTUOH, MEPOKCUPEIOKCUH, THUOPEIOK-
CUH U 1p.), a TakKxke (hepMEHTHI, KaTaJu3nupyIoIIne
peakluu C UX ydyacTUEeM, CUUTAIOTCS OCHOBHBIMU
KOMIIOHEHTaMU peaoKc-curHaiauHra [77]. Tem He
MEHee, €CTh OCHOBAHUS MOJaraTh, YTO B PEryJIsIIun
(GYHKIIMOHUPOBAHMSI KOMITOHEHTOB CUTHAJIbHBIX CU-
CTEM YYaCTBYIOT HE TOJBKO THOJbHBIE M (PYHKIIO-
HaJIBHO TECHO CBsI3aHHBIE ¢ HUMU AQO (HarmpuMmep,
ackopOaT), HO U Apyrue COeAUHEHMS, B TOM YUCJIe Te,
KOTOphIe He OTHOCATCSI K “Kiraccumueckum” AO, B
YaCTHOCTH, IPOJIMH U caxapa. Tak, moJydeHbl CBelie-
HUS O CJIOXKHOM BJIMSIHUM TMPOJIMHA Ha 3KCIPECCUIO
reHoB COJ/l y pacTeHMi1 pa3HbIX TAKCOHOMMYECKHUX
rpynm [78, 79]. DK30TeHHbII NPOJUH HUBEJIMPOBA
BBI3bIBAEMOE 3aKaJMBalOIIMM MPOrPEBOM TMOBBIIIIE-
HUE COACPpKAHUS IIEPOKCHIA BOZOpOda B IIPOPOCT-
Kax IMIIeHUIBl U IIPEISITCTBOBAT Pa3BUTUIO MX TEII-
JIOYCTOMYMBOCTU, 4YTO, BEPOSITHO, CBSI3aHO C Iepe-
kpbiBaHueM A®MK-curHana, HeoOXOAMMOIO IS
uHAyLHpoBaHus yctoiunBocTtu [9]. Coolimaercsa o
cHuKeHuM akTuBHOCTU COJl y pacTeHUI TIpU TTOBBI-
IIEHUX B HUX COAEpKaHUS CaXapoB, YTO CBSI3bIBAIOT
C UX aHTUOKCUIAHTHBIMU 3 dekramu [15].

AHTUOKCHUIOAHTHAA CUCTEMA
N HECINEHU®HNYECKAA YCTONMYNBOCTb
PACTEHHWUA K JEMCTBHUIO CTPECCOPOB

B nocnenHee Bpemsi CTaHOBUTCSI Bce OoJiee TOImy-
JIIPHOM TUTIOTE3a O TOM, YTO OCHOBOI HecItelnduyae-
CKOM yCTOMYMBOCTH pacTEeHU SIBIsIeTCS 3(hheKTUBHOE
(YHKIMOHUPOBAHUE AHTMOKCUIAHTHOI 3alllUTHOM
cucteMbl, TOCKOJIBKY OC — 3T0 00Illee HeraTUBHOE
CJIEACTBUE NEHCTBUS MPAKTUYECKH JIFOOOTO CTpeccopa
[80]. Bce HeGaaronpusiITHLIE YCIOBUSI OKPYXKAIOIICH
cpenbl NMPUBOAAT K ycuiieHU1o obpasoBaHusgs ADPK
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W/WIUA HapylIeHUIo GajlaHca MeXIy UX 00pa3oBaHU-
eM 1 00e3BpeXUBaHUEM.

B psime wmccnenoBaHuii  IIpOIEeMOHCTPUPOBAHO
yuactue AOC B ¢dopMupoBaHUU TITIePEKPECTHOM
YCTOWYMBOCTM pacTeHuii. Tak, mokazaHo, 4To Ipe-
BapMUTEJIbHOE BO3ACHCTBUE HA IIPOPOCTKU STUYMEHS
Hu3Koi (okojio 0°C) TemItepaTyphbl BHI3BIBAJIO TOBBI-
IIEHUE UX YCTOMYMBOCTU K TUIIEPTEPMUU, YTO COIIPO-
BOXKIajaoch moBblmieHreM akTuBHocTh COJl, ackop-
OaTnepoKcuaasbl, KaTajladbl U TIIyTaTUOHPEIYKTa3bl B
YCIOBUSX MOCJEAYIOIIETO IS CTBUSI BBICOKUX TEMIIE-
patyp [81]. IlpenBapurenbHass oOpabOTKa OCMOTH-
koM (1% pactBopoMm tonuaTwiaeHIIMKoAsI, I1DT)
KaJUIyCHOII KyJIbTYyphl CaxapHOI'O TPOCTHMKA WHIY-
poBajia KOMILJIEKC aHTUOKCUAAHTHBIX (hepMEHTOB
U YCTOMUYMBOCTD K JAEMCTBUIO CTPECCOBBIX KOHIIEH-
Tpanuii XxJopuna Hatpus [82].

MexaHu4ecKoe pa3ipakeHue pacTeHUI BbI3bIBa-
JIO TIOBBIIIIEHUE UX YCTOMUMBOCTH K CTpeccopaM pas-
JIMYHOM TIPUPOJIbI, B TOM YUCJIE K TUTIEPTEPMUU U 00€3-
BoxkuBaHUio [83]. IIpu TakoM Bo3deiicTBUM BpeMEHHO
YBEJIMYMBAIACH KOHIICHTPALIWSI MIOHOB KAJTBIIWS B LIMTO-
30J1e, ycuavBaiach reHepauust ADPK 1 3aTeM MoBbIIIa-
Jlacb aKTMBHOCTU aHTUMOKCUIIAHTHBIX (DEpMEHTOB, B
yactHocTH, [10, rmyTaTMOHpenyKTas3bl, TJTyTaTMOHIIE-
POKCUIa3bl U TJIyTaTUOH-S-TpaHchepasbl.

B npucyrcrBun NaCl cHM:kKaioch MHTHOMpoBa-
HUE MOHAMU KaaMUs pocTa rajodura Sesuvium por-
tulacastrum, 4TO CBSI3BIBAIOT C WHIYLMPOBAHUEM
HaKOIUIEHUSI BOCCTAHOBJIEHHOTO TJyTaTUOHA TIpU
3aCOJICHUH M, KaK cienacTBue, 3O GeKTUBHON aHTH -
OKCUAAHTHOM 3allUMTO# (POTOCUHTETUUYECKOTO am-
napara [84]. ¥ pacTeHUi1 ITOJIBIHU MOCIEI0BATEIb-
Hoe nelicTBue Y®-B o0iyyeHUs] M MOBBIIIEHHBIX
KOHIIEHTpaLIU XJIOpKUAa HATPUSI OKa3blBaJIO CUHEP-
rmyeckuit 3p@PekT Ha HaKOTUIEHUE HU3KOMOJEKY-
JIIPHBIX MPOTEKTOPOB, B YaCTHOCTH, MPOJIMHA U (e-
HOJILHBIX coeqrHeHuit [80].

Pacrenus pxxu, oTIM4aroIInecs: OT APYTIUX 3JIaKOB
(B TOM 4YMHCJIe O3UMOI IIICHUILbI) ONpPEACICHHBIM
YPOBHEM KOHCTUTYTUBHOI MOPO30yCTOMYMBOCTHU, Xa-
PaKTEepU3YIOTCS CITEM(PUIECKMMU OCOOSHHOCTSIMM
¢yukumonupoBaHusi AOC, B 4aCTHOCTH, BBICOKMM
collepXKaHNEeM aHTOLIMAHOB, IIPOJIMHA B TKAHSIX 1 BbI-
COKOM axkTuBHOCThIO I1O, MpOSBASIOT OOJBIIYIO
YCTOMUMBOCTL K TakKuM AByM areHTam OC Kak me-
pokcua Bogopoaa u cyabdar xkeaesa (11) [85]. TIpen-
BapUTEJIbHOE 3aKaJIMBaHUE XOJOI0OM MHIYLIMPOBAJIO
MIPOSIBJICHUE ITOBBIIIIEHHON aKTMBHOCTU aHTHMOKCH-
JaHTHBIX (DEPMEHTOB Y IIPOPOCTKOB PXKU U ITIIIEHUIIHI
npu aeictBuu areHToB OC. DTU pe3yabTaThl YKa3bl-
BalOT Ha CBSI3b MEXIy KaK KOHCTUTYTUBHOI, TaK U
WHAYLIMPOBAHHON MOPO30YCTOMYMBOCTBIO 3JIAKOB U
nx pe3ncteHTHOCTHIO K OC [85].
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AHTUOKCUIAHTHAS CUCTEMA PACTEHUN

PEI'VJIAALWA COCTOAHUA
AHTUOKCUOAHTHOU CUCTEMBbI

Hanmune cBA3u Mexmy yCTOMYMBOCTBIO pacTe-
HU K OOJILITIMHCTBY CTpecc-(PakTopoB U PyHKIINO-
HupoBanueM AOC gBiseTcsI OCHOBaAaHUEM IJIsl TIO-
HUCKa CITOCOOOB 3K30T€HHOTO MHAYLUPOBAHUS KX
AOC. 3aMaHYUBBIM TIPEACTABISIECTCS U IPYTOM ITyTh
MIPEIOTBPAICHUSI OKMCIUTEIbHBIX ITOBPEXICHMIA,
BKJIIOYAIOIINI MCTIOJIb30BaHME 9K30TeHHBIX AO Wim
yrHeTeHUe (PYHKLIIMOHUPOBAHUSI CUCTEM, TEHEPUPY-
omux ADK.

JleiicTBHE 3K30r€HHbIX AHTHOKCHIAHTOB ¥ HHTHOUTO-
poB 00pa3oBaHMs aKTHBHBIX (hopM Kucjaopoaa. B mmre-
paType UMEIOTCSI CBEICHUS O CHIDKEHU M BBI3BIBAEMBIX
cTpecc-(hakTopaMu OKHUCIMTEIBHBIX ITOBPEXICHUIA
PACTEHUI1 ¥ MOBBIIIEHUY UX YCTOMYMBOCTY IO, BIIMSI-
HueM “knaccumdecknx” AO, CMHTETUYECKUX COeqHE-
HU ¢ aHTUOKCUIAHTHOM aKTUBHOCTBIO, a TAaKKe Be-
IIECTB, COYETAIONINX AaHTUOKCUIOAHTHOE HEHCTBUE C
JIPYTUMHU TIPOTEKTOPHBIMU (DYHKIIMSIMU.

Kaxk yxke orMeyanoch, aCKOpOMHOBASI KUCJIOTA SIB-
JISIeTCs caMbIM pacnpocTpaHeHHBIM AO pacTeHMIA.
HecMmoTpst Ha ee BBICOKOE 3HIOTeHHOE COAepKaHNE,
9K30TeHHass 00paboTKa pacTeHUil acKOpPOWMHOBOM
KUCJIOTOM WJIU ee MpeniliecCTBEHHMKaMU MOXET T10-
JIOXWUTEIBHO BIIMSITh Ha OKUCIUTEIbHO-BOCCTAHOBM -
TeJIbHBIN roMeocTas Mpu crpecce. Tak, moa BIUSIHU-
€M 23K30T'€HHOII acKOpOMHOBOI KUCJIOTHI ITOBBIILIA-
JIaCh YCTOMUYMBOCTD IMIPOPOCTKOB COM K HUKEMIO [86].
Ilpu 3TOM B pacTeHUsIX, 0O6pabOTaHHBIX aCKOPOM-
HOBOI1 KUCJIOTOM, OTMEeYaloCh HE TOJIbKO CHUXKEHUE
conepxaHus rmpoaykra I1OJI manoHOBOro nuaibae-
runa (MJIA), HO 1 MOBBIIIIEHNE AaKTUBHOCTH aHTHU-
OKCHAAHTHBIX (pepMEHTOB (acKopbaTnepoKCHUaa3hbl,
katana3el 1 [10). MoXHO IpenrojoXnUTh, YTO ac-
KOpOMHOBAsI KUCJIOTA MPSIMO WJIM KOCBEHHO 3alllv-
1maja u KomrnoHeHThl camoiit AOC. Ilon ee B1usitHUEM
Y IIIEHUIIBI B YCIIOBUSIX 3aCyXH YBEJIMIMBaIACh UH-
TEHCUBHOCTb TpaHcniupaluu [87]. Takke n3BeCTHO,
YTO 3aKpbIBaHUE YCTHUII, BbI3bIBAEMOE aOCIIM30BOIA
KMCJIOTOIM, TPOMCXOOUT MNpPU MOCPETHUYECTBE IIe-
pOKCHIa BOAOPOJa KaK CUTHAJILHOM MOJEKY/bI, KO-
JIMYECTBO KOTOPOTO 3aBUCHUT OT MyJia aCKOPOMHOBOI
kuciioTsl [88]. [Ipu 3TOM ITOBBIIIIECHHWE €€ COolIepKa-
HUS YCUIMBAET YCTBUYHYIO IPOBOAMMOCTD Y TPAHCIIM -
paruio. ACKOpOMHOBasI KUCJIOTa B KaueCcTBe cyocTpara
acKopOaTIepoKCcuaasbl 3alIuInacT (QOTOCMHTETHYE-
CKMI armapaT OT OKMCIMTEIbHBIX noBpexaeHuii [89].
ITpuMeHeHMe ee 9K30reHHOTo npeiecTBeHHKa L-ra-
JIAKTOHO- 1,4-J1aKTOHA YBEJIMYMBAJIO ITyJI aCKOPOMHO-
BOM KUCJIOTHI Y paCTEHUI MILIEHULbI U MOBBIIIAIO WX
3aCyXOyCTOMYMUBOCTH [89].

ITpu KyTbTUBUPOBAHUY KJIETOK TabaKa B YCJIOBU-
SIX COJIEBOTO CTpecca mobaBieHUE B Cpemy MpOJIMHA
CIIOCOOCTBOBAJIO MOBHIIIIEHWIO aKTUBHOCTU KaTaia-
361 U [TO [90]. DK30reHHBI TPOJIUH TaKXKe MPeaoT-
BpalllaJl CHIDKEHUE COAepKaHWsT BOCCTAHOBJICHHBIX
ackopbata M TIJIyTaTMOHA, BBI3BIBAEMOE COJIEBBIM
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CTPEeCCOM, M OKa3bIBaJl MOJOXUTEIbHOE BIUSTHUE Ha
AKTUBHOCTB TJYTaTUOHPEAYKTa3bl, MOHOAECTUAPOAC-
KopOaTpeayKTasbl, AETUIPOacKopOaTpeayKTa3bl U
ackopOaTIIepOKCUIA3HI, PETYIMPYIOIINX X Iy [91].
[MonoxurenbHOE BIUSIHUE 3K30TE€HHBIX MPOJIUHA U
GeTanHa Ha COJIEYCTOMYUBOCTDL MIPOPOCTKOB (hacoIun
CBSI3BIBAIOT C 3alIUTON 3TUMU COCOAVMHEHUSIMU KJle-
TOK OT OKMCIUTEIbHBIX ToBpexneHuit [92]. IMox ux
BivsiHUeM yBenuuuBajcs Iyl GSH u mosblnagach
AKTUBHOCTb TJIYTaTHOH-S-TpaHcdepas3bl, TIyTaTh-
OHPEAYKTa3bl U IIIyTaTUOHIIEpOKcHUaasbl. [Ipu saTom
B YCJIOBUSIX COJIEBOIO CTpecca B IMPOPOCTKAX OITBIT-
HBIX BapMaHTOB HAKAILJIMBAJIOCh MEHBIIIee KOIU4Ye-
CcTBO Tiepokcuna Bogopoaa u MJIA. ITokazaHo Tak-
XKe, YTO COolepXaHue TPAHCKPUITOB IJTyTATUOHIIE-
POKCHUIA3Bl B KYJIbType KIIETOK TabaKa B YCIOBHUSX
COJIEBOTO CTpecca YBEJIUUYUBAIOCH MPU 100aBIeHUN
nposuHa [93]. O6paboTka pacteHuit nbiHU (Cucumis
melo L.) TIpo1HOM IIpU COJIEBOM CTpecce CII0CO0-
cTBOBaJia MoBbIIIeHNIO akTuBHOCTH CO/I, KaTamassl,
I1O u ackopbaTnepoKcuaas3bl, a TAKXKe TITyTaTUOHPEe-
IyKTa3bl U Aeruapoackopobarpenykrassl [94]. B To xxe
BpeMsl y paCTeHUI1 puca IPU COJIEBOM CTpecce 3K30-
TEHHBIN TIPOJIMH, HE YITHETAasI SKCIIPECCUIO TeHOB aH-
TUOKCUIAHTHBIX (PepPMEHTOB, YMEHbIIIAJI aKTUBHOCTD
Cu/Zn-COJ, Mn-CO/l, uuTo30/1bHOI1 acKopOaTITe-
pokcuaasbl 1 Katanassl [95]. O6paboTka MpoJMHOM
MMPOPOCTKOB IMIIIEHUIIBI HUBEIUPOBAJia ITOBHILICHUE
aKTUBHOCTU aHTUOKCUIAHTHBIX (pepMeHTOB — CO/I,
ackopbaTtnepokcuaassl U 10, BEI3bIBAEMOE KPAaTKO-
BpPEMEHHBIM TEIJIOBLIM 3akanuBaHueM [9]. He wuc-
KJIIOYEHO, YTO Takue 3(p(DEKTHI CBSI3aHBI C YMEHBbIIIC-
HUEeM 3HIoreHHoro conepxanus ADK mon neiicTBu-
€M IpOoJINHA.

B HacTos111IeE BpeMsI CTAHOBUTCS ITOIYJISIPHOIT TH-
10Te3a, CONIACHO KOTOPOiA IIPOJIMH MOKET BEICTYIIATh B
KadyecTBe MeTabOIMYECKOTO CUTHAJIA, PEryIUPYIOIIETO
OKVCJTUTEIbHO-BOCCTAHOBUTEIILHBIN TOMEOCTa3 U 9KC-
MIPECCUI0 HEKOTOPKIX TEHOB CTPECCOBOro oTBeTa [96].
OnHako, HECMOTpS Ha TOJIydeHHbIE TaHHBIE O BJIMSI-
HUU TIPOJINHA HA KOJIMYECTBO TPAHCKPUITOB AaHTUOK-
CUIOAHTHBIX (PepPMEHTOB, MEXaHM3MBI 3TOrO 3deKTa
OCTalOTCSI HESICHBIMU. MOXHO IIpeIIIOIOKUTh, YTO
MOJIOXKUTEIIbHOE BIIMSIHUE MPOJIMHA Ha aKTUBHOCTH
AHTUOKCUIAHTHBIX (PEPMEHTOB 1 SKCIPECCUIO UX Te-
HOB MPU COJIEBOM M OCMOTHUYECKOM CTpeccax CBsi3a-
HO C ero 1ariepoHHBIM 3((OEKTOM 10 OTHOLIEHUIO K
OellKaM M CTaOMIM3alueil OCMOTUYECKMX IIPOILEC-
COB, a HE CO cIeUPUUIESCKUM AeHCTBUEM Ha JKC-
IIPECCUIO OIIpeIeICHHBIX TCHOB.

Coob11aeTcst 0 MOJIOXKUTETbHOM BIUSTHUM 9K30-
TEHHBIX CaxapoB Ha YCTOMYMBOCTh PACTUTEIBHBIX
00wekToB K OC. B pacTreHmnsx apadbumoricuca, oopa-
OOTaHHBIX IIIOKO30M WJIM caxapo30il, reHepupoBa-
JIOCh MEHBbIIIe CUHIJIETHOTO KMCI0POJa U IIEpOKCHUIa
BOIOpOAa, TP 3TOM OHM OBLIM YCTOWUYMBHI K ICH-
ctButo nHaykrTopa OC arpasuHa [97]. B To Xe BpeMst
AaHTMOKCHUIAHTHOE JIEMICTBHE caXxapoB MOXET OBITh U
He TPSIMBIM, a CBSI3aHHBIM C METAa0OJIMYECKOM pery-
Ne 5

TOM 55 2019



428

et komnoHeHToB AOC. IlokazaHa BO3MOXK-
HOCTh MHIYLIMPOBaHUsS TJIIOKO30i y apabugoricuca
MHOTUX T€HOB CTPECCOBOIO OTBETA, B YACTHOCTH Te-
HOB TJIyTaTUOH-S-TpaHcdepa3 U TPaHCIIOPTEPOB
KOHBIOratoB riayratuoHa [98]. Y pacTeHuii 6poKKoIn
CUHTE3 acKopbaTa aKTMBUPOBAJICS caxapo3oil. On-
HAKO IIpM 3TOM III0K03a ObL1a HeaKTUBHOI1 [98].

Kak y>xe oTMeuanoch, TOaX0bl K 3K30Te¢HHOM pe-
TYJISILAN YCTOMYMBOCTU PACTCHUM K OKUCIUTEIBHO-
MY CTPECCY MOTYT 0a3MpOBaThCS HE TOJBKO Ha MHIY-
upoBaHuM (ctabunuzanun) AOC, HO U Ha peryJisi-
muu cucteM, reHepupylomux AD®K. IMokazaHo, 4To
MUTOXOHIAPHUAJIFHO aIpeCOBAaHHbIE KATMOHBI IS~
tpudeHundochonus, pearupyroniue ¢ AOK, 3amm-
IIAIOT KJIETKW PacTEHUIA OT IIPOrpaMMUPYyeMOi KiTe-
TOYHOM TMOENIM, WHIYIIMPOBAHHON IIMAaHUIOM WJIHN
XUTO3aHOM [99], a Tak>Ke yBEeJIMUMBAIOT BereTallMOH-
HBI IIEpUOd W YIYUIIAIOT CTPYKTYPY YpoKasl ITie-
aunsl [100]. Beuto mccienoBaHoO BIMSTHAE WHTUOM-
TopoB CJII' MajioHaTa U pyHIMIIMAA ceJakcaHa Ha
collepkaHue IIEpOKCHIIa BOOOPOIAa B KOPHSIX IIPO-
POCTKOB IIIIEHUIIEI 1 TIposBiaeHre 3dpdekra OC npu
JeiictBuM obGe3Boxubaroliero areHra (I19OI) [101].
ITokazaHo, 4TO npeanoceBHast 06padboTKa CEMSIH ce-
JTaKCaHOM M 00paboTKa KOpHEeil MaJToHATOM MHTHOM -
poBasin akTuBHOCTH CJIII' B kneTrkax KopHeiut. Ilpu
5TOM B HUX YMEHBIIAJOCh COAEp:KaHUE IePOKCHUIA
Bonopona [101]. B ycnoBusix ocMOTHYECKOTO cTpecca
B KOPHSIX IIPOPOCTKOB, 00pabOTaHHBIX MHTUOUTOpa-
mu CIAI', conepxxanue npoaykra I1OJI MJIA 6bUI1O
3HAYUTEIIHFHO HITKE, YeM B HeoOpabotaHHBIX [101].
Takum o0Opa3oM, MOXHO TIIPEeAINOJOXUThb, UYTO B
OINpeaelIeHHBIX 9KCIIEPUMEHTAIbHBIX YCIOBUSIX MH-
rubupoBanue oopazoBaHuss ADPK B MUTOXOHIPUIX
MOBHIILIAET YCTOMYMBOCTh PACTEHUI K CTpeccopam.

HWuaynupoBaHne aHTHOKCHIAAHTHOH CHCTEMbI CHI-
HAJIBHBIMHM MOCpeaHuKamMu. M3BecTHO, 4TO HamboJjee
YHUBEPCAJIbHBIM KJIETOYHBIM CUTHAJIbHBIM IOCPE-
HUKOM CUYMTaeTcd Kanbluii. Kak yxke oTMedasnoch,
LIMPOKUI CHEKTP CUTHAJbHBIX U PEryJISITOPHBIX
GYHKIMIT B pacTUTENbHBIX KJIETKAX BBITOJIHSIIOT
A®DK. B nmocnegHue romnl monydyeHa MHGOpMaLus o
POJIY TA30TPAHCMUTTEPOB (B MEPBYIO O4epeab, MOHO-
okcuna azota, NO, u cepoonopona, H,S) B curHanmuH-
re U peryassuuu GyHKIUI paCTUTEIBHOTO OpTaHn3-
Ma. IIpu 3K30re HHOM MPUMEHEHUU 3TU MOJIEKYIIbI
(MOHBI) B OTIPeAEJIEHHBIX YCIIOBUSIX MOTYT MHAYLIM -
poBath AOC.

Ha pa3znumuHpix 00beKTaxX IMOKa3aHO MOJIOXUTEIb-
HOe JeiCTBHE 3K30TeHHOro Kajbliisl Ha oOpa3oBa-
HYE TPAHCKPUIITOB U aKTUBHOCTh AaHTUOKCUIAHTHBIX
depmenToB. OOHAPYKEHO ITOBBLIIICHNE aKTUBHOCTH
CO/1, xatanasbl 1 ITO B KoJleonTUISIX NILIEHULIBI 1O/
BIMsIHUEM xiopuaa Kanbius [ 102]. Dtot addexT co-
MMPOBOXIAJICS TMOBBIIICHUEM TEIJIOYCTOMYNBOCTHU
KJIeTOK KoyieonTuieii. O6padboTKa JIMCThEB KYKYpPY3bl
5K30T€HHBIM KaJIbLIMEM TaKKe YBEJIMUMBaJIa KOJInJe-
CTBO TPAHCKPUIITOB U ITOBBIIIaIa akTuBHOCTE CO/I,
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IIATO30JIbHOM acKopOaTHnepoKCHAa3bl U IIyTaTUOH-
penykTassl [103]. UMmeroTcs cBeneHUsI 00 aKTUBAaLIMU
Karayasbl Komruiekcom Ca?t /kanbMonynus y apabu-
nporicuca [104], nmmenuus! [105] 1 cimagkoro KapTo-
dena [106].

MoHbl Kanblysl, IO-BUAMMOMY, Takxke 3aaeii-
CTBOBaHBHI B IIpolieccax MHAYINPOBAHMS HAKOIUICHUS
HU3KOMOJIEKYJISIPHBIX IIPOTEKTOPOB C aHTMOKCUIAHT-
HBIMM CBOMCTBaMM, B YaCTHOCTH, mposinHa. ITox Biav-
STHUEM 3K30T€HHOTO KaJIbLIU YBEIUYUBAIOCH COIEP-
KaHVe TMpPOJIMHA B PacTEHMUSX OIyplia, pacTylIuX B
CTPECCOBBIX YCIIOBUSX (IIPY MOHMKEHHBIX OCBEIICH-
Hoctu u Temiieparype) [107]. IIpm sToM xemaTop
BHenrHero Kanblist DI TA m 610KaTOp KaJbIIMEBBIX
KaHaJIOB pa3HbIX TUIIOB XJIOpUJ, JaHTaHa CHWKAJIM
coliepxXaHue IIPoInHa B pACTEHUSIX.

AOC wunapyuupyetrcs: 3k3oreHHbIMU ADK npu
JIECTBUM Ha pacTUTebHbIe 00BeKTHI. IlokaszaHo,
4yTO 00paboTKa MPOPOCTKOB apadbMIOIICHca TIePOK-
CUIOM BOIOpOJa 3amyckKajia JAByXda3zHoe yBeJnye-
Hue conepxkanusa Ca?" B IUTO30I1€ U MOCIEAYIONLYIO
9KCIIPECCUIO TeHa INyTaTUOH-S-TpaHcdepassl [108].
OOHapyKeHO MOBHIIICHUE KOJIWYECTBA TPAaHCKPUII-
toB 1 aktuBHOCTM COJI, ackopbarepokcuaa3bl 1
[JIyTaTUOHPEIYyKTa3bl B KJIE€TKaX JIMCThEB pacTeHWit
KYKYpPY3bl II0JI AEMCTBUEM 3K30T€HHOIO ITepOKCHUIA
Bomopona [103].

OO0OpaboTKa cpe3aHHBIX JIMCTbEB apadumoricuca
10 MM H,0, BbI3bIBajia yBeJIMUYE€HE aKTUBHOCTU KaTa-
na3bl [109]. BosneiictBue 10 MM miepokcuaa Bogopoaa
Ha KOPHM IIPOPOCTKOB MIIIEHUIIBI TAKXKE ITOBBIIIAIO
aKTUBHOCTD Kartajassl [110]. Hapsmy ¢ atmM otmeda-
Jock 1 ioBbIieHne akTuBHOCTH COJl. Arent OC me-
TUJIBUOJIOTEH BBI3BbIBAJI YBEJIWYCHUE KOJIMYECTBA
TPaHCKPUNTOB IIMTO30JIbHOI aCKOPOATIIEPOKCUIA3HI
B JIUCTBSIX IITTMHATAa, ogHaKo coaepxkaHue MPHK xio-
poruiacTHBIX opM (pepMEeHTa IIPU 3TOM HE M3MCHSI-
Jock [111]. YcTraHOBIEHO, YTO aKTUBALIMSI SKCIIPECCUN
reHa ackopb6arnepoxkcunasbl APX2 B TUCThSIX apabu-
JIOTICYICa IIPOMCXOOUT C y4acTHEM BHEKJIETOYHOI'O
nyna H,O, [112].

CylecTBeHHbIE U3MEHEHUSI aKTUBHOCTH aHTHUOK-
CUIAHTHBIX (P€PMEHTOB 1 SKCIIPECCUM UX TEHOB IIPO-
WCXOMAT IIOJ BAWSTHMEM 3K30T€HHOI0 OKCHIIa a30Ta
(ero noHOPOB). DPdekThl NO MOryT OBITH O0YCIOB-
JICHHI TIPSIMOii MOCTTPaHCIISIHIUOHHOM MOoaruGUKAaII-
et MOJIeKyJ1 0eJIKOB-(DepMEHTOB U BIIMSIHUEM Ha 9KC-
MPECCUIO0 COOTBETCTBYIOLINX T'€HOB.

Monudukanumy 6eJ1KoB, BeizbiBaeMble NO, BKITIO-
YyaoT B cebsl, TJIaBHBIM 00pa3oM S-HUTPO3WIMPOBA-
HUE, HUTPOBAaHME OCTAaTKOB TUPO3MHA, a TaKKe Me-
Tajut-aHuTpo3wmpoBanue [113]. IIpu aToM B 3aBUCH-
MOCTU OT crocoba MoaudUKaluu BO3MOXHBI KakK
aKTUBalIMsI, TaK M1 MTHI'MOUPOBaHUE 1IeIeBbIX (pepMEeH-
ToB [114, 115].

Oxcun a3oTa OKasbIBaeT IIPSIMOE M KOCBEHHOE
BJIMsIHYE Ha (PyHKIIMOHMPOBaHUE aCKOpOAT-IIyTaTH-
OHOBOTO 1IMKJIa y pacteHuii [114]. Tak, NO pearupy-
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er ¢ GSH c oOpa3zoBaHmeM S-HUTPO3OIIyTaTHOHA
(GSNO), xoTophblii 0061a1aeT CIIOCOOHOCTBIO TPAaHC-
HUTPO3MINpPOBaTh 6e1KkH [ 116]. Takske S-HUTpO30IITYy-
TaTUOH pacCMaTpMBaeTCs KaK TPaHCIOPTEP MOJIEKYJT
NO, yuactBytomuii B curHanunre [113]. GSNO saBns-
€TCsI MOIITHBIM WHAYKTOPOM 3aIIUTHBIX TeHOoB [ 117].

NO o6nagaer CHOCOOHOCThIO CTHUMYJIMPOBATH
cuHTe3 riyratuoHa [113]. OH MoXeT Tak:Ke MHTUOM-
pOBaTh TTyTaTUOHPEAYKTA3y, HUTPOIWIUPYS CYIbd-
TUIPUJIbHBIE TPYMITHI B €€ aKTUBHOM lieHTpe [118]. B
To Xe BpemMsd NO MOXeT MOBbIIIATh U aKTUBHOCTD
DIyTaTHUOHPEAyKTasbl in vivo [119], 4yto, BeposiTHO,
CBSI3aHO C YCHJIEHWEM 3JKCIPECCUU COOTBETCTBYIO-
11IeTO reHa BCIeACTBYE aKTUBAllMY CUTHAJIbHOM CEeTH.

BnusiHue moHOpOB oKcuaa a3oTa Ha OTAEbHbBIC
KOMIIOHEHThI IMPOTEKTOPHBIX CHUCTEM PACTEHUIL Cy-
IIECTBEHHO 3aBUCUT OT WX KOHILEHTpauuu. Tax,
onpheICKMBaHUe pacTeHui mmeHuis 0.5 1 2 MM pac-
TBOpaMM JOHOPOM OKCHa a30Ta HUTPOIIpyCCUIa Ha-
tpus (HITH) cHuXano conepxkaHue nepokcuaa Bo-
JIopoJa B JIUCThSIX U MO3UTUBHO BJIMSLIO HA MX POCT
npu IMoyBeHHOI 3acyxe [120]. I1Tpm 3ToM 0O6padboTka
0.5 MM HIIH BrI3bIBaJIa NOBBIIIEHUE aKTUBHOCTU
COJ, karama3el u 10, HO cHIDKaJla HaKOIUICHUE
npoyimHa. B To ke Bpems nipu neticteum 2 MM HITH
HEe MPOMCXOAWJIO aKTMBALMU yKa3aHHBIX (hepMeH-
TOB, HO YCWJIMBAJIOCh HakoIUleHue IiponuHa [120].
Takne >¢p@PeKTEI MOTYyT OBITH OOYCIOBJIECHBI KakK
CJIOXKHBIM BiausiHueM NO HenocpeACTBEHHO Ha MO-
JIEKYJIbI aHTUOKCHAAHTHBIX (DePMEHTOB M 3KCIIPEC-
CHMIO MX T'€HOB, TaK M B3aUMHBIM BIIMSIHUEM KOMIIO-
HeHToB AOC apyr Ha apyra. Kak yxe oTMeuasnocs,
IIpU HAKOIUIEHUM IIPOJIMHA, BBHIIIOJIHSIONMIETO (DYHK-
1 AO, BO3MOXHO CHIDKEHIE aKTUBHOCTHA aHTHUOK-
CUJAHTHBIX (PEPMEHTOB.

B mocnenHue rombl akTUBHO M3y4yaeTcsl yyacTue
CEpOBOIOPOAA KAK BEPOSITHOTO HOBOT'O CUTHAJIBHOTO
IMOCPEeTHUKA B PETYJISIINU OKHUCIUTEIBHO-BOCCTAHO-
BUTEJIBHOIO CTaTyca pacTUTEIbHBIX KIETOK B CTpeC-
COBBIX ycoBUsIX [7]. [Ipenmonaraercs, 4TO OMHUM U3
MPSMBIX MEXaHU3MOB €ro BIIMSHUSI HAa COCTOSIHHUE
OeNKOB SBJSIeTCS S-Cyab(MruIprupoBaHe UX THUOJb-
HbIX Ipyrin. OQHAKO pacTUTEIbHbIC OETKU-MUIIEHU,
KOTOpbIE, BO3MOXHO, MOABEPraloTCs TaKOM MOIM-
¢duKalMM OCTAIOTCSl MPAKTUYECKU HEU3YyUYEHHBIMMU.
Tem He MeHee, HakorLUleHa OoJiblasi (heHOMEHOIO-
T'YsI BIUSIHUSI CEPOBOOOPOIa HAa (YHKIIMOHUPOBAHNE
AOC B pacTUTEIILHBIX KJIETKAX.

IToxazaHo ycuJIeHME SKCIIPECCUU T€HOB U IOBBI-
LIIEHWEe aKTUBHOCTU acKOpOaTIepOKCUAa3bl, IIyTaTh-
OHpPEAYKTa3bl M MOHONETMAPOACKOPOATPeayKTa3bl y
00pabOTaHHBIX CEPOBOIOPOIOM ITIPOPOCTKOB TIIIEHM-
LBl IIPY OCMOTHUYECKOM CTpecce, BbI3biBacMoM 10T
[121]. OGpaboTKa 3eIeHbIX PaCTeHUI IIIIIEHUIIBI pac-
TBOPOM TMAPOCYIbdhuaa HaTpHUs Nepe IIOYBEHHOM 3a-
CyXOif CIIOCOOCTBOBaja IOBBILIEHUIO AKTUBHOCTH
CO/l u mpenoTBpaliajia BbI3bIBAEMOE CTPECCOM CHU-
KeHre aKTUBHOCTH KaTtanmaswl ¥ [10O B mmcthsax [122].
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OonHapyxeHa aktuBauuss CO/l, karana3sl, ackopbar-
niepokcuaasbl U ITO noHOpoOM cepoBogOpOaa y pacTe-
HUI MIIEHULIBI PU cCojieBOM cTpecce [123, 124].

YcwieHnne npopacTaHus CEMSIH TTIIEHUILIbI, BbI3bI-
Baemoe noHopoMm H,S Ha ¢oHe ToKcuueckoro naei-
CTBUS KaaMMs1, COIIPOBOXKIAIOCH ITOBBIILIEHNEM aKTHUB-
Hoctu 1O, ackopbarnepokcraasbl U Katanassl [125].

ITokazaHo, 4YTO UHAYLIMPYEMOE TOHOPOM CEPOBO-
JIopoJia MOBbIIIEHNE aKTUBHOCTY aHTUOKCUIAHTHBIX
¢hepMEeHTOB B KJI€TKaX KOJEOMTUIIEH MIIIEHUIIbI 3aBU-
ceno ot obpaszoBanust APK HAJIDH-okcunazoii u
YIHETaJIOCh aHTaTOHUCTAMHU Kanblius [126].

Y BuHOTpana B yciaoBusix runorepmuu (4°C) ot-
MedaJioch IToBeIIeHne akTuBHocT COJI 11pm o6pa-
ootke NaHS [127]. ¥V pacTtenunit ne1aproHuu, momu-
BEPrHYTHIX JIEHICTBUIO JOHOpa CepoBoaopoAa, Mpu
X0JIOOBOM CTpecce OOHapy>XeHO YBEJIUYEHUE CO-
JnepXaHus ackopbaTta ¥ BOCCTAHOBJIEHHOTO TJIyTa-
TuoHa [128]. INoBbIllIeHNe YCTOMYMBOCTU paCTeHMIA
OepMyICKOM TpaBbl K JEHCTBUIO XOJ0OAa, BbI3bIBae-
MO€ JIOHOPOM CE€pOBOAOPOA, COMPOBOXKAAIOCH PO-
CTOM aKTHMBHOCTH KaTtaJiasbl, [1O u rayTaTuOHpeayK-
Tassl [129].

Bausinne Ha AHTHOKCHJIAHTHYIO CHCTEMY CTPECCO-
BBIX (DUTOTOPMOHOB M JPYrux (hU3M0JOrH4eCKH aKTUB-
HbIX BemecTB. Caruyunogas kKucioma. B mocnegHue
necatwiaetus canuumiaoBas kuciiota (CK) paccmat-
pUBaeTCcs KakK OIWH U3 KJIOYEeBbIX (DUTOTOPMOHOB,
3a7eiiCTBOBaHHBIX B ()OPMHUPOBAHUM MHOTUX anari-
TUBHBIX pEAKIIU pAaCTEHUUN HA OEMCTBUE CTPECCO-
poB pasnuaHou mpuponsl [130, 131]. Ee addexTnr
OYE€Hb TECHO CBSI3aHbI C U3MEHEHUSIMU PEAOKC-Me-
Tabosr3ma. JJocTaToYHO HaBHO TTOKa3aHO ee yya-
ctre B 3(pdexTe “OKMCIUTETBHOTO B3phIBA”, TIPOSTB-
JISTIOLIETOCS Y YCTOWYMBBIX pACTEHUI TT0C/Ie KOHTaKTa
c naroreHamu [ 130]. B aTom poliecce 3ameitcTBOBaHbI
HAJ®H-oxcumasa v JOKaJIM30BaHHBIE B KJIETOYHBIX
creHkax I10, renepupyoiue ADK [132]. Dk3oreH-
Has CK, no kpaiiHeii Mepe, B onpeAeIeHHbIX IKCTIe-
PUMEHTAIBHBIX YCJIOBHSIX 00JagaeT CITOCOOHOCTBIO
ycunuBaTh reHepaiio APK pacTutebHBIMU KjleTKa-
mu. [TokazaHo, YTO MHIYLIMPOBAHUE TETUIOYCTONYMBO-
ctr oTpe3KoB Koseornmuieii CK cormpoBoxXmamocs TpaH-
3UTOPHBIM YCUJIEHEM TeHepaliuii UMU CyTIEPOKCUIHO-
ro aHMOH-paayKaa 1 nepokcuaa Bogopona [ 133]. I1pu
3TOM 00paboTtka AO MOHOJIOM WJIN WHTHOMTOPAMU
HAJI®H-okcunaspl HUBEIWpPOBajia KaK BbI3bIBae-
Melil CK apdexr ycunenus renepanuu APK, tak u
MOBBIIIEHUE TETJIOyCTOHUYMBOCTU. MIMEIoTCsl OCHO-
BaHUs ToJjaraTh, 4To ycuieHue reHepauuu ADPK u,
BO3MOXHO, APYTMX CUTHAJIBHBIX MOJIEKY] WHAYLIM-
pYyeT CTpecc-TPOTEKTOPHbIE CUCTEMbl pPAacTeHUid, B
nepByto odepeab AOC. Ha pacTeHUsIX pa3HBIX TAKCO-
HOMMYECKUX TPyIN MokaszaHo uHAylupoBaHue CK
YCTOMYUBOCTHU K TEMIOBOMY, OCMOTUYECKOMY, COJIE-
BOMY CTpeccaM U ACUCTBUIO TSIKEIBIX METAJIJIOB, KO-
TOpoe compoBoxnanochk aktuBanueiit AOC (ta6i. 1).
3aperucTpupoBaHO Kak TIOBBILIEHUE AKTUBHOCTHU
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AHTUOKCUIAHTHAS CUCTEMA PACTEHUN

KJIIOYEBBIX AaHTMOKCUIAHTHBIX (DEpMEHTOB, TaK U
yCUJIEHUE 3KcIpeccur ux reHoB [134]. OmHako Bbi-
SIBJICHBI ¥ (DEHOMEHEI, BhIITaAalolIne 13 OOIIei TeH-
neHuuu. Tak, y pacTeHuil suMeHs, 00pabOTaHHBIX
CK, npu geiicTBUM KaaMUsI 3KCIIPECCUS TEHOB KaTa-
JIa3bl, aCKOPOATIIEPOKCUIA3BI U TIyTaTUOHIIEPOKCH -
J1a3bl OKa3ajlach HUKE, YeM y HeoopaboTaHHEIX [ 140].
Hecmortpst Ha 310, 00padorka CK cMmsryana Heratus-
HOE BJIMSIHUE KaJIMMSI Ha POCT pacTeHUI U (pyHKIIUO-
HUpOBaHUE (DOTOCUHTETUYECKOTO arapara. Ilomara-
10T, 910 B 1aHHOM cirydae CK aktmBupoBana gpyrue
COCTaBJISTIOIIINE CTPECC-TTPOTEKTOPHBIX CUCTEM.

Kacmonoeas kucasoma u ee npoussoonvie. I3Bect-
HO, 4TO 3K30reHHas1 xkacMoHoBasi kuciora (2KAK),
kak u CK, B onpeieJIeHHbIX YCJIOBUSIX BbI3bIBAET YCU-
JieHue reHepainu APK kieTkaMu pacTeHUit, CBSI3aH-
Hoe ¢ noBbIlIeHrneM akTuBHOCTH Kak HAJI®H -okcu-
Ja3bl, TaK M BHeKJIeTouHOM popmbl [10 [146]. Takoii
acddekrt, BepostHO, nHayurpyeT AOC (ta6m. 1). ITo-
Ka3aHo, 4YTO 3K30TeHHbI MeTwkacMoHaT (M2K)
nosbiiian akTuBHOCTHL CO/I, Katana3bl U MEPOKCU-
Ja3bl B JIMCTBSAX MIIEHUIbI, OCOOEHHO 3aMETHO B
ycaoBusix 3acyxu [ 143]. IIpeno6padboTKa MpopoCcTKOB
con MX cmaruama nposteiieHne OC, BBI3BIBAEMOTO
JIeiicTBUEM XJIOpUIA KaaMWsI, UHIYLUUPYS aKTUB-
Hoctb COJI, kaTtanadbl U ackopOaTnepoKcuaasbl
[144]. V pactenmit apaxuca mon BaussHueM KAK
MPOUCXOAUJIO MoBbIIeHUe akTuBHOCTU COJl 1 Ka-
Tajla3bl U MOSIBJIEHUE HOBBIX MOJIEKYJISIPHBIX (opM
I1O [161]. Y XuTHsIKa rpeGeHYATOrO B IIPUCYTCTBUH
sk3oreHHo# 2KAK Habonanoch yBeJnyeHe Koau-
YyecTBa TPAHCKPUINTOB aCKOPOATIIEPOKCUIA3BI U TITy-
TaTUOHpeAyKTa3bl [147]. 3aperucTprupoBaHO TaKKe
ycuiieHue 1iof, BiusgaueM KAK HakonaeHWsT TpoJIi-
Ha, caxapoB U aHTOLIMAHOB [ 148].

bpaccunocmepoudwt. 1o coBpeMeHHBIM TIpeCTaB-
nenusM AD@K gBISIIOTCS CUTHAJIBHBIMU TTOCPETHM -
KaMy U B pealu3aluu (PU3UOJIOTUUYECKUX (CTpecc-
IIPOTEKTOPHEIX) 2(hHEeKTOB ellle OMHOI TPYIIIHI CTPEC-
COBBIX (hbuToropmoHoB — OpaccuHocTepousioB (BC).
Tak, mokazaHa criocooHocTth bC ycunuBaTh reHepa-
o AD®K — cynmepoKCUIHOTO aHMOH-paauKala u
IIEPOKCUIA BOJOpOAa — y pacTeHuil orypua [162].
Ortot 3¢ dekT nogasisicss nHruouropom HAJIDH-
oKcumasbel TudeHmIeHnonoHnyMoM. Iloxoxue agd-
(eKThI MOJIydeHbl U Ha TpUMepe OMHOAOJbHBIX. Tak,
00paboTKa M30JIMPOBAHHBIX KOJICOIITWICH MIIECHUIIBI
24-3n1OpacCUHONIUAOM U 24-31MMKACTaCTePOHOM BbI-
3bIBajIa YCWICHNE MMM TeHepaly CyNepOKCHUIHOIO
aHMWOH-paauKaja 1 IepoKCHIa BoIopoaa 1 IOCIey-
folliee TIOBBIIIIEHUE YCTOMYMBOCTA K TEILIOBOMY
ctpeccy [150]. DTr a3pdpeKkTh yCTpaHSIIIMCh MTHTMONTO-
pom HAJI®H-okcumassl UMMIA30/I0M, a TaKKe pas3-
JIMYHBIMM aHTaroHUCTaMu Kajabnus. Kak B mmpopoct-
Kax orypliia, Tak ¥ B KOJICONTWJISIX MIIIEHULIBI YCUIEHE
reHepauun ADK, BrzeiBaecmMoe BC, mHIyLmpoBaio
KOMIUIEKC aHTMOKCUIAHTHBIX hepMeHTOoB [150, 162].
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B 1enom, aktmBanmsa AOC 3apermcTpupoBaHa
o BausiHueM pasaudHbix bC (tads. 1). ITpu atom
nHayinrupoBaHre AOC MOBBIIIAIO YCTOMYMBOCTD pac-
TeHMI pa3HBIX TAKCOHOMUYECKUX TPYIIIT KO MHOTUM
cTpecc-(akTopaM: TUNepTepMUn, 3aCyxe, 3aCOJICHUIO
U IEMCTBUIO TSKEJIBIX MeTa/UIOB. [ToMUMO BIMSTHUS
Ha aKTHMBHOCTb AaHTHMOKCUIAHTHBIX (DEPMEHTOB U
coaepxkaHue HU3KOMOJIeKYJIsIpHBIX AO, BC moryrt
npenorBpamarek passutue OC myTeM aKTUBaLlUU
albTepHaTUBHOM okcumaswl [155]. IlokazaHo ycu-
JIEHWE 3KCIIPECCUM T€HOB 3TOro ¢bepMeHTa Mo BJIU-
stHUeM 39K3oTreHHbIX bC U yBelnueHue N0Jiu ajabTep-
HATMBHOTI'O OBIXaHUS IIPU COJIEBOM CTPECCE Y pacTe-
Huii, oopadoraHHbix bC (Tabi. 1).

Tloauamuns. 1o HelaBHETO BpEMEHU MOJIMaMUHbI
(ITA) oTHOCUIIM K CTPECCOBLIM METa0OJIMTaM, BbI-
MOJIHSIOIIUM 3allUuTHbIe (yHKIMU. B yacTHOCTH,
Obuta mnokazaHa crocobHocth ITA K B3aumoneit-
CTBUIO C (poCHOTUNUMAHBIMU “TOJIOBKAMU” MeMOpaH
U HecleuuGUuIecKoMy CBI3bIBAaHUIO C OeJIKaMU, UYTO
MOXET CMOCOOCTBOBAaTh MOMJIEPXKAHUIO CTPYKTYPbI
MaKpOMOJIEKYJT U HX KOMILUIEKCOB B CTPECCOBBIX
ycaoBusx [163]. [TA oGnagaloT v NpsSIMbIM AaHTHOKCH -
JNaHTHBIM JEUCTBUEM KaK CKaBeHJXKepbl CBOOOMTHBIX
panukainos [164]. B To ke BpeMs B ITOCJIEIHUE TOIBI
MOJIy4eH 3HAYUTEbHbIN 00bEM CBEIEHUI O CITIOCO0-
Hoctu ITA peryaupoBaTh pa3ivYHbIE KJIETOUYHBIE
MPOLIECCHI, BHICTYIAsl B KAUECTBE CUTHAJIbHBIX MOJIe-
Kyn [163]. TIpu ux mpeBpaleHUsIX 0OpasyeTcs Ie-
pokcui Bogopona [165], Takke oHU 00J1agaloT CIIO-
cobHocThi0 mMHayuupoBaTh HAJIMPH-okcupasy u
TeM caMBIM crocoGcTBoBaTh reHepauuu ADK [166].
ITA gBasiorcsg omHUM n3 ncTogyHNKOB NO B pacTn-
TeJbHBIX KieTKax [ 167]. Kak BeposiTHbIe CUTHAIbHEIE
coenuHeHusi [TA MoryT MHIyUMpoOBaTh aHTUOKCHU-
JNaHTHbIEe epMeHThI. Tak, B IUCThSIX IITTMHATA 9K30-
Te€HHBI MYTPECIIUH B YCJIOBHUSIX COJIEBOTO CTpecca
MOBBIIIAT aKTUBHOCTH 1O, KaTanasbl 1 coaepKaHue
npoimmHa [157]. DKcImo3nimst KOpPHEBON CHUCTEMBI
pPacTEHU XpyCTAIbHOM TPAaBKU B MPUCYTCTBUU Kada-
BepuHa uHaynuposBaia cuHte3 MPHK rena nuto-
3oapHOIt Cu/Zn-CO/l [158]. I1lpu 3TOM MHTHOUTOP
JIUAMUHOKCHUIA3bl aMUHOTYaHUIMH He TIPEIsSITCTBO-
BaJl MPOSIBJICHUIO JaHHOTO 3¢dekTa. B cBsA3M ¢ aTUM
ObLIO CcAeIaHO 3aKJIIOUeHUE, YTO MHAYKIINS 9KCITPEC-
cuu reHa Cu/Zn-CO]l ocyliecTBsiIach UMEHHO Ka-
JlaBEpUHOM, a He MNPOAYKTaMU, OOpa3ylOIIMMUCS
Mpu ero okuciaeHuu. WMHAylMpoBaHWE aHTUOKCU-
JIAaHTHBIX (DEPMEHTOB, a TAKXK€ HAKOTUJICHUS TIPOIHA
MoJl BJAUSIHUEM 3K30TeHHbIX [TA mokasaHo Ha psiie
00bekToB (Ta6:. 1). [Ipu aTom o6padorka I1A 1TOBBI-
11ajla yCTOMYUBOCTDb PACTEHUI K CTpECCOpaM.

B-amunomacaanas kucroma. B nocnenHue roubl B
KayecTBe areHTa, WHAYLUPYIOIIEro yCTOMYMBOCTD
pacTeHUil K cTpeccopaM pas3IMuyHON MPUPOIbI, UH-
TEHCHUBHO U3y4yaloT AeWCTBUE [-aMHUHOMACISTHOMN
kuciaoTel (B-AMK), KoTopasi SIBIsSIETCS U30MEPOM
€CTECTBEHHOI HEMPOTEUHOT€HHOM Y-aMUHOMACIIS -
HOI KncoThl. OOHApY:KEHO, YTO DHAOTEHHBIN YpO-
Ne 5
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BeHb B-AMK B pacTUTENIbHBIX TKaHSIX OBICTPO BO3-
pactaeT TIpyu MHPUUUMPOBAHUM (UTONMATOreHAMMU,
COJICBOM CTpecce WIIM 3aToIuTeHu [168].

BamuTHoe neiictue B-AMK mnokaszaHo Ha 40 Bu-
Jlax pacTeHU MPU pa3INnUHbIX OUOTUYECKUX CTPECCax
[169]. Menee n3ydeHO ee BIMSIHUE Ha YCTOMYMBOCTD
pacteHuii K abMOTUYECKUM cTpeccopaM. OmgHaKoO
UMEIOTCS CBEJIEHUSI O TTOBBIIIEHU U TeTIJIOYCTONYNBO-
CTU pacTeHMit apadbugoricuca mof BaussaueMm 0.5 MM
B-AMK [170]. [Toka3aHO MOBBILIEHNE PE3UCTEHTHO-
CTM PACTEHUI1 BUTHBI K OCMOTUYECKOMY U COJIEBOMY
cTpeccam rpu obpabotke cemsiH 1 MM B-AMK [160],
9TOT 3(pheKT COMpOBOXKIAICS YBEJIMUSHUEM COIEp-
JKaHUS TMPOJIMHA U aKTUBHOCTU aHTUOKCHUIAHTHBIX
¢depmeHTOB (Tabd. 1).

Mexanusmbl BiusiHust B-AMK Ha Guoxumude-
CKUe TIPOIeCChl OKa N3yYeHBbl HEIOCTaTOYHO. YCTa-
HOBJICHO, YTO IPH AEHCTBUU 3K30reHHOH B-AMK y
pacTteHuii ycusmBaercs reHepauus ADK, a coenmne-
HUSI, HEUTpaIU3yollIue UX, CIIOCOOHBI CHUXKATh ee
MPaiMUPYIONIYI0 aKTUBHOCTH [169]. BnonHe BO3-
MOXHO, 4TO BbI3biBaeMble B-AMK usMeHeHus pe-
JIOKC-CTaTyca COIpsDKeHbl ¢ ¢uykTyauusiMu pH B
KoMItapTMeHTax KiieTku [171]. ITokazaHO, YTO MHKY-
Oalusi JTUCTbeB stuMeHst B pactBope 1 MM B-AMK
BbI3bIBajla OBICTpbIE M OOpaTUMbie M3MEHEHUsI Oa-
JlaHca pH, Bkitovarolye nojiiesayrBaHye amnoria-
CTa ¥ BPpEMEHHOE MOAKUCWIICHNE IUTOoIuIa3Mel. [1pu
5TOM OTMEUYAJIOCh YMEHbIIIEHNUE COOTHOLICHUST MEXITY
colepXKaHUEM BOCCTAHOBJIEHHOTO U OKMCJIEHHOTO ac-
KopbOaTa. MOXHO TIPEdITONOXKNTh, 9TO 3TOT 3(PdheKT
SIBJISIETCS TIPUYMHO MOCIEAYIOIIETO MHAYLIUPOBAHMUS
AOC nipu neiictBun B-AMK, 4To 06HapyKeHO Y ITpo-
POCTKOB SIYMEHS IIpU TEIJIOBOM cTpecce [159].

Momudukanyss AHTHOKCHIAHTHOH CHCTEMbI IyTEM
reHeTnyeckoii Tpancopmanun. B nocienHue necsTu-
Jetust, Hapsay ¢ uHayuupoBaHueM AOC 3K30re HHBIMU
BO3ICUCTBUSIMU, TIPEANPUHNUMAIOTCS TTOMBITKU TTOBBI-
LLIEHUSI aHTUOKCUIAHTHOM aKTUBHOCTU PAaCTEHUI ITy-
TeM TpaHCreHe3a, OO0eCIeYMBalOIIEro CBEPX3KCIIpeC-
CHI0O TEHOB aAHTMOKCHUIAHTHBLIX (PepMEHTOB OO
¢dhepMeHTOB, 3aeliCTBOBAHHBIX B CUHTE3€ HU3KOMO-
JnekyJsipHbiX AO. Bo MHOTUX CiIy4dasiX B pe3yJIibTaTe
3TOTO MOBBIIAIACH YCTOMYUBOCTh PACTEHUIN K OEHi-
CTBUIO CTPECCOPOB.

Hawnbompmmii nHTEpeC IpeacTaBiseT TpaHchopMa-
LIUST pacTeHU I reHaMM pa3andHbIx hopm CO/L, sBisito-
mieiicss “TiepBoil JMHMEN” 3alIUThl OT HETaTUBHOIO
neiicteust ADK [64]. Pactenus apabunoncuca, Tabaka
U Kaptoderisi, TpaHC(OPMUPOBAHHBIE TEHAMU XJIOPO-
IUTACTHOM M 1LMTO30JbHOIT m3ogopm Cu/Zn-COJ,
0Ka3aJINCh PE3UCTEHTHBIMU K METUJIBUOJIOTEHY, CBE-
Ty BBICOKOW WHTEHCUBHOCTH, O30HY, COJICBOMY
crpeccy U apyrum dakropam [172—174]. PacteHus
puca, comepxaiaue reH Cu/Zn-COJI u3 Avicennia
marina, MPOSIBJISUIM TIOBBILIEHHYIO YCTOMYMBOCTD K
areutry OC, metuinBuojoreny, m npeiicrsuio NaCl
[175]. TloBwIlIeHWE COJIEYyCTOMYMBOCTH HaOmMIOna-
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JIoch M ipu TpaHcdhopMmalmm pacteHuid Prunus do-
mestica teHom Cu/Zn-COJl wu3 Spinacia oleracea
[176]. TpaxchopMalst pacTeHU pruca reHoM Mn-
CO/l u3 Saccharomyces cerevisiae Takxke BbI3bIBajia
MOBBIIIIEHUE UX coyieycToiuuBocTH [177].

IToBbIIIEHUIO YCTOMYMBOCTU PACTEHUI CIIOCOO-
CTBOBaJIa U TpaHC(opMalIvsi TeHAMU APYTUX aHTUOK-
CHUIAaHTHBIX (pepMeHTOB. TpaHchopMaHTHI Tabaka,
BKCIIPECCUPYIOLIINE aCKOPOATIIEPOKCUIA3Y C TPaHC-
IMOPTOM B XJIOPOILUIACT, OTJIMYAIUCh MHOTOKPATHO
MOBBIIIEHHON aKTUBHOCTBIO 3TOro (hepMeHTa U BbI-
COKOIl pe3UCTEHTHOCTBhIO K MeTujaBuojoreHny [178].
Pactenus mueHuIbl, TpaHCHOPMUPOBAHHBIE TEHOM
Karajasbl prica U MMEBIIME ITOBBIIIEHHYI aKTUB-
HOCTb (DepMEHTa, OTJIMYAJINUCh MEHBIINM COAepXKa-
HUEM MEepOKCHUAa BOIOPOIA IIPU XOJIOA0OBOM CTpecce
U OOJbIICH YCTOMUYMBOCTBIO K HU3KUM TEMIIEpaTy-
paM [179]. TpaHcreHHbIe pacTeHMs apabugorncuca,
CBEPXIKCIPECCUPYIOLIME  TJYyTaTUOHIIEPOKCUAA3Y
Synechocystis, obiaaganym pPe3UCTCHTHOCTHbIO KaK K
npsiMbIM areHTaM OC (TIepoKcuay Bogopoaa, Cyjb-
dary xeje3a M mapakBary), TaK U K IeiiICTBUIO 3aCyXU
n 3aconeHus [180].

B psine pa6ot [181—184] moka3aHO MOJIOXHUTEIb-
HOE BJMSHUE Ha HeCIeUu(pUUIEeCKyI0 YyCTOMYMBOCTD
MOBBIIIEHNS AKTUBHOCTH INIYTaTUOHCUHTETA3bl U
TIyTaTUOH-S-TpaHcdepaspl IIyTeM TeHETUYECKOM
TpaHcopMmanuu. PacteHust Tabaka ¢ KOHCTUTYTHUB-
HOM 3KCHpecCHeil TeHa IIyTaTUOHCUHTETA3bl parca
BnGSH xapakTepHn3oBaJIICh 0OoJiee MHTEHCUBHBIM
pOCTOM B YCJIOBUSIX coJjieBoro crpecca [181]. Dkc-
npeccust reHa PiGST (Prosopis juhflora) B paCTeHUSIX
puca u Tabaka MpUBOAMIIA K PAa3BUTUIO YCTOMIMBO-
CTH K cojJeBOMY cTpeccy U 3acyxe [182]. CBepxakc-
npeccusi reHa PpGST 13 I1000B IPyIId B paCTEHUSIX
Tabaka MOBBIIIAJIa aKTUBHOCTH TJIYTaTHOH-S-TpaHC-
depasbl 1 YyCTOUMYMBOCTh K OKUCIUTEIbHOMY CTpEC-
Cy, BBI3BAHHOMY HEIOCTAaTKOM BJIarW, IeHCTBUEM
NaCl u kagmus [183]. bostee Toro, cBepxaKcIipeccus
T€HOB IIyTaTUOH-S-TpaHCcdepa3bl MOXET BIUSITH U
Ha 3KCIIPECCHUIO0 T€HOB IPYTMX aHTUOKCHMIAHTHBIX
depmenToB. Tak, B mmpopocTKax Tabaka, HECYIIMX
TpaHcreH GST, aKTUBHOCTh HE TOJIbKO IITyTaTUOH-S-
TpaHcdepas3bl, HO ¥ aCKOpOaTHepOKCHAA3El 1 MOHO-
JIeTUApOoacKopOaTpeIyKTa3bl 0OKa3ajaach BBIIIE, YEM Y
OOBIUHBIX pacTeHuit [ 184].

B 10 xe Bpems TpaHchopmalus pacTeHUit ¢ 1e-
JIBIO TIOBBIIIIEHUS aHTUOKCUTAHTHOI aKTUBHOCTU HE
BCerJa IMpUBOAMIA K XEJIaeMOMY Pe3yJbTaTy — II0-
BBIIIEHUIO YCTONYMBOCTU K aOMOTUYECKUM CTPECCO-
paMm [21]. Tak, IMHUKA TPAaHCTEHHOIO XJIOIMYaTHHKA
(Gossipiun hirsutum), 3KCIIPECCUPYIOIINE TeH TTyTaTh-
OH-S-TpaHcdepas3bl Tabaka Nt1(07, XO0Ts1 U OTINYATIUCH
MOBBIIIEHHOI aKTUBHOCTBIO (DepMEHTa B OOBIYHBIX U
CTPECCOBBIX YCJIOBUSIX, HO HE MPOSBIISUIN BBICOKOI
PE3UCTEHTHOCTU K TUTIOTEPMUMU, COJIEBOMY CTpECCy U
neiictBuio repounuaoB. Ilpennonaraercss, YTo 3KC-
npeccus TeHa TIIyTaTuoH-S-TpaHcdepassl Nt107 B
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AHTUOKCUIAHTHAS CUCTEMA PACTEHUN

XJIOMMYaTHUKE He 00ecIieurMBaeT JOCTATOYHYIO 3alllu-
Ty pacteHuii or OC, HO IIpu 3TOM, BEPOSITHO, Hapy-
mraeT ux sHgoreHHyo AOC [185]. B HeKOTOpBIX Ci1y-
Jasgx TpaHcopMalmsg pacTeHnidi reHamMu ogHux AQO
CHWKAET aKTUBHOCTD IpYTuX. Tak, py AeCTBUM CBETa
BBICOKOIH MHTEHCUBHOCTU TpaHC(HOpPMaHThI apadu-
Joricuca co cBepxakcnpeccueii reHoB Cu/Zn-CO/I Ha-
KalIMBAIM MEHbIIIEe KOJIWYECTBO AHTOLIMAHOB IO
CpaBHEHUIO C pacTeHUSIMU TUKOTO THTIa [ 186]. Y pac-
TeHUid Kaprodessi, TpaHC(hHOPMUPOBAHHBIX TEHOM
JIPOX>KEBOWM MHBEPTAa3bl U COMEPXKAIIUX BCIEACTBUE
3TOTO OO0JIbIIee KOJUUYECTBO CaXapoB B JIUCThSIX, OT-
Medasachk 0osee HU3Kas aktuBHOCTE COJl, xoTs mpmn
5TOM TMOBBIIIAIACH YCTOMYMBOCTb K XOJIOJOBOMY M
OKUCIIUTEIbHOMY (00paboTKa mapakBaTOM) CTpec-
cawm [15].

k ok ok

B pasmmyHBIX KOMIApTMEHTaX pacTUTEIbHONI
KJIETKU npoucxoaut obpazoBanue APK kak Bcien-
CTBME IOOOYHEBIX IIPOLIECCOB, CBSI3AHHBLIX IIPEXKIC
BCero ¢ (POTOCUHTE30M U IbIXaHNEM, TaK U B Pe3yJib-
TaTe TeHepaluM CIelUaIn3upOBaHHBIMU (hepMEHT-
HbIMU cucTeMaMu. OIHOBpeMEHHO (bYHKIIMOHUPYET
CJIOXKHAsI CUCTeMa KOHTpoJIst cogepxxanus ADK ¢ mo-
MOIIIbIO aHTUOKCHUIAHTHBIX (pEPMEHTOB U HU3KOMO-
JIGKYJISIPHBIX aHTHMOKCUIAHTOB, pelpe3eHTOBaHHAas
0010 ceThIo TeHOB. TakM 06pa3oM, obecIieunBa-
eTcs TpoTekanue npoieccoB ADK-3aBucUMOro cur-
HaJMHTa U OKUCJIUTEIbHO-BOCCTAHOBUTEIBLHOI pe-
TYJISILIAN.

B nocnentee BpeMst AO paccMaTpUBalOT HE TOJIb-
KO C TIO3ULIMKA MNpeaoTBpalleHUs] OKMCIUTEIbHBIX
MOBPEXICHUI, HO U BBITIOJIHEHUSI UMW CUTHAJIbHO-
peryiasTopHbix GyHKuM. [loaydyeHbl sKcriepuMeH-
TaJIbHbIE TaHHbIE, CBUAETEIBCTBYIONINE O TOM, UTO pe-
3y/bTaT (prusrogornyeckoro neicteus ADPK, Koropbie
SIBJISIIOTCS. I CUTHAJIbHBIMU MOCPEAHUKAMU, Y TIPUYM-
HOM KJIETOYHBIX MOBPEXICHWI, B 3HAYMTEIbHOM CTe-
MEHU 3aBUCUT OT UX B3auMooTHoIeHuit ¢ AO. Takum
o6pazoM, AO, Hapsay ¢ ADK, MOTYT cUMTaThCsI TIOJI-
HOIPaBHBIMU YYaCTHUKAMU CUTHAJIbLHON TpaHCAYK-
uuu. Tak, TOyTaTUOH M TUOJIbHBIE TPYIMIbI OEJIKOB
SIBJISIIOTCSL  HETIOCPEICTBEHHbIMU  TepefaTiuKaMmu
CUTHAJIOB, MOSIBJISIONIUXCS BCJIEICTBUE M3MEHEHUS
conepxxanuss AD@K [8]. B kieTke MullleHIMU Oeii-
ctBust ADPK U THOTBHBIX TOCPETHUKOB MOTYT OBITh
KJIIOUeBble OEJIKU, 3a/IeiiCTBOBAaHHbIE B CUTHAJIbHO-
peryJSITOPHBIX TIpolieccax — pelenTOPHbIe KUHA3HBI,
docdaTaszbl ¥ TPAaHCKPUITIUOHHBIE (haKTOPHI [65].

Onnako B npoueccel AD®K-curnanunra, 1mo-Bu-
IUMOMY, BOBJICUEHBI HE TOJTBKO COCTUHEHMS, METO-
IIMe TUOJIbHBIE TPYMIbl. B mocienHue roabl noiyde-
HBI CBeIICHUST 00 YJYaCTUHM B PEIOKC-CUTHAIMHTE T0-
JINAaMUHOB, KOTOPBIE, C OMHON CTOPOHBI, MOTYT OBITh
CKaBeH/I>KepaMU CBOOOIHBIX pAIMKAJIOB, a C IPYTroil —
nctouyHnkamu obpasoBanuss ADPK u NO [163]. B
MpoIeccax pemoKC-CUTHAJIWHTA 3aJciCTBOBAaH M
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MPOJIMH, KOTOPHIM MOXKET HEIOCPEICTBEHHO pearv-
poBath ¢ ADK, a TakKe BIMSATh Ha 3KCIIPECCUIO Te-
HOB QHTUOKCUIAHTHBLIX (DEPMEHTOB IO HEU3BECT-
HBIM IT0Ka MexaHu3Mmawm [78, 79].

B x7eTke mpoTekarT He TOJIBKO MPOLECCHl B3au-
mopeiictBusa APK u AO, HO U (DYyHKLMOHAIbLHOE
B3aumopaeiicreue AO mexay coboii [9]. Hammpumep,
IMOKa3aHo, YTO pacTeHUs apadbumoricuca, neuiImnT-
HEBIE I10 IJTyTaTUOHIIEPOKCHUIA3€E, OTINYAINCH IIOBBI-
IIEHHBIM COJepXXaHUEM HU3KOMOJICKYJISIDHBIX aH-
TUOKCUIAHTOB — acKopbaTa U IiIyTaTuoHa, YTO yKa-
3BIBAET HAa BO3MOXHOCTh B3aMMHOII KOMIIEHCAIIUU
koMmroHeHTOB AOC [187]. ¥ myTaHTa stumMeHs1 nedu-
LIAT KaTaJla3bl KOMIIEHCUPOBAJICS IOBBLIILIEHUEM CO-
JIepXaHWs IIyTaTHOHA M acKopOaTIIepOKCHUIA3bI, a
TakxXKe MOSIBJISHUEM JOMOJTHUTETbHON MUTOXOHIPU-
anbHOM nzodopmbl Mn-CO/JI [188]. OnrcaHbl Takxke
MIpUMEPHI CHIDKEHUSI aKTUBHOCTU OTIEJIbHBIX aHTU-
OKCUJIAHTHBIX (DEPMEHTOB IIPU FreHETUYECKUX TPAHC-
dopMaLMIX UM DK30T€HHBIX BO3IEMCTBUSIX, YBEI-
YMBAIOLIMX COAEpXKaHWE HU3KOMOJEKYISIPHBIX CO-
€IMHEHUI C aHTUOKCUIAHTHOM aKTUBHOCThIO [15].
OnHako MeXaHu3Mbl TakKux 3(p¢eKTOB BO MHOTOM
ele He sICHBL. B yacTHOCTH, HET yBEpEHHOCTH B TOM,
yTo (PyHKILMOHAJIbLHOE B3auMopdeiicTBue AO Mexay
co0oii Bcerna onocpegoBaHo ADK.

CsoeBpemeHHas aktuBalst AOC MOXKeT peaoT-
Bpatuth pazputie OC npu JeiiCTBUM Ha PACTEHUS He-
OaronpugaTHEIX (dakTopoB. TpaHchopMaims pacre-
HUII TeHamMu, OOeCIeYMBAIOIIMU YCUJICHHYIO B3KC-
MPECCUI0 aHTUOKCUIAHTHBLIX (hePMEHTOB WM CUHTE3
HU3KOMOJIEKYISIpHBIX AQ, BO MHOTHX CJTyJasix IIPUBO-
JIUT MOBBILIEHUIO UX yCToMYMBOCTU. MHOyLIMpOoBaHUe
AOC 3K30reHHBIMM BO3[CHCTBUSIMU TaKKe BBI3BIBAECT
pa3BUTHE HeCIeUU(MUIECKON YCTOMUMBOCTUA pacTe-
Huii. MOXHO TIPeANoJIOXUTh, YTO caMble pa3HOO0-
pa3Hble BO3ACUCTBUSI, UHAYLIMPYIOIIE CUTHAIBHYIO
CceTh, HaIlpUMep, 00paboTKa pacTUTEIBHBIX OOBEK-
TOB 3K30NeHHBIMM CUTHAJbHBIMU IOCPEAHUKAMU
win ux noHopamu (AD@K, Ca?*, NO u H,S), a takxke
CTPECCOBLIMM (PUTOrOPMOHAMU U APYTUMU (PU3MO-
JIoTMYeCcKN akTUBHBIMM BemectBamu (PAB) mpu
OIpENeIEHHBIX YCIIOBUSIX MOXET WHAYLIMPOBATh
AOC (tabu. 1). BeposiTHO, GOJBIIMHCTBO 3(PPEKTOB
CBSI3aHO C aKTUBALIMEN CUTHAILHOI CETU B OTBET Ha
neiictBue 3k3oreHHbIX PAB. Pe3yibraToM Takoit ak-
TUBALUM MOXET OBITh TPAaH3UTOPHOE YBEJIUYEHUE
conepxxanust ADK, MOHOB KaJlbIKsI, OKCUA a30Ta U,
BO3MOXHO, APYTMX CUTHAJIbHBIX ITOCPEIHUKOB. B
JaybHeleM (GOpMHUPYETCS OTBET, BKIIIOYAIOLIMIA B
ce0s aktuBanmio AOC. [To-BunuMomy, 3Th 3(PpdheKThI
OCYILECTBIISIIOTCS KOOIEPaTUBHO, TTOCKOJIBKY B pea-
JIM3ALU JeMCTBUSI OTHUX CUTHAJIbHBIX ITOCPEIHUKOB
MOTYT y4aCcTBOBaTh Apyrue. CUrHaIbHbIE MOCPETHUKI
TaKXe CITOCOOHBI KaK MHAYLIMPOBAaTh NU3MEHEHUSI TOP-
MOHAaJIBHOTO CTaTyca, TaK U y4aCTBOBaTh B TPAHCAYK-
LIMY TOPMOHAJILHBIX CUTHAJIOB [6, 189]. IToBhILIeHUE
ycroianBocTr pacteHnit K OC MOXKeT OBbITh JOCTUT -
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HYTO W ITyT€M YTHETEHMS MPOIIECCOB, TIPU KOTOPHIX
o6pasyrorcss ADK, B YacTHOCTU, CBSI3aHHBIX C (PyHK-
LIMOHUPOBAHUEM MUTOXOHIApUiA [99—101].

B uenom, HecMoTpsl Ha To, 4TO cocTosiHue AOC
pacTeHuil IIpU AEHUCTBUU CTPECCOPOB yXKE HE OTHO
JIECSITUWICTHE SIBIISIETCS IPEIMETOM MHTEHCUBHBIX MIC-
cJiemoBaHU, MHOTHE OCOOEHHOCTH €€ (PYHKLIMOHUPO-
BaHMSI OCTAlOTCS HeIMOHATHEIMU. HoBble mpencrasie-
HUSI O PEOOKC-PETY/ISILMA M CUTHAJIBHBIX (DYHKIIMSIX
AO B pacTUTEJIbHBIX KJIETKaX C(hOPMUPOBAHBI BO MHO-
TOM IIyTeM 3KCTPAIOJISIIUNA COOTBETCTBYIOIINX KOH-
HenIHii, pa3paboTaHHBIX IS KIIETOK JKMUBOTHEIX [4].
BmecTte ¢ TeM, U3BECTHO, UTO PACTUTEIbHbBIC KJIIETKH
CYIIECTBEHHO OTJIMYAIOTCS OT KMBOTHBIX KaK HC-
ToyHUKaMu oopaszoBaHusg ADPK, Tak 1 MexaHu3Ma-
MU NpeIoTBpalleHusT U30bITOYHON MX FeHepaluu.
JlocTaTo4HO YIIOMSHYTh HaJW4yMe Y pacTeHuil (o-
TocuHTeTnYeckor ODTLl m ampTepHAaTUBHOTO ITyTH
TpaHCIIOpTa BJICKTPOHOB B MUTOXOHIpusix. Pacre-
HUSI TaKKe CITOCOOHBI HaKaIUIMBaTh 3HAYMTEIILHEIC
KOJIMYECTBAa HU3KOMOJIEKYJISIpHBIX AQO, He CBOIi-
CTBEHHBIX KJIETKaM XXWBOTHBIX (IIPOJIMH, caxapa U
pa3HOOOpa3HbIe BTOPUYHbIE METAOOIMTHI), KOTOPhIE
BHOCSIT CYIIIECTBEHHBII BKJIA I B AHTUOKCUAAHTHYIO
3alUTY, U B IIPOTEKAHUE TIPOLIECCOB PENOKC-CUTHA-
nuHTa. bonee rimydbokoe moHUMaHue (GYHKIWN 3TUX
COEIMHEHNIT MOXET OTKPBITh HOBBIE BO3MOXKHOCTU
KaKk I Peryasiuu yCTOMUYMBOCTU pPACTEHUI K
cTpeccaM, TakK W IUISL YIpPaBJACHUS “IIOJIE3HBIMU
CBOICTBAMM pacTeHMiIT — pa3pabOTKM CITOCOOOB MH-
IYKIIUM OMOCHHTE3a M HAKOIJICHUs BEIIECTB, 1IEH-
HBIX JJIST JIeYeOHOIo M JMETUYECKOro NnutaHus (B
nepByio odepenb, AO), a TakKe IIPeaOTBPaILCHUS UX
MOTepb IIPU XpaHEHUU ypoxKasl.
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Antioxidative System of Plants: Cellular Compartmentation,
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Modern data on the generation and neutralization of reactive oxygen species in various compartments of plant
cells are generalized. The role of antioxidants (AQ) in protecting of macromolecules and cellular structures
against oxidative injuries is considered. Special attention is paid to the participation of AO in the redox signaling
and regulation of cellular functions. The crosslink between functioning of antioxidative system (AOS) and non-
specific resistance of plants to the influence of stress factors is analyzed. The regulation of state of AOS in plants
by the treatment with exogenous AQO, signal mediators, phytohormones and other physiologically active sub-

stances and also by transgenesis is considered.

Keywords: reactive oxygen species, antioxidants, antioxidative system, oxidative stress, redox signaling, stress,

plant resistance, phytohormones
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