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AKTUBHbIE ®OPMbl KUCJTIOPOAOA U KOMINOHEHTDI
AHTUOKCUOAHTHOW CUCTEMbI — YYACTHUKU
METABOJIN3MA PACTEHMIA. BSBAMMOCBS3b
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K. M. HukepoBga, H. A. Fann6uHa, O. B. Yupea,
A. B. Knumoga (YcneHckas)

UHcTuTyT neca KapHL PAH, ®UL| «Kapenbckuii Hay4uHbIV LeHTp PAH», MeTposaBoack, Poccus

MpopomkuTensHas UCTopus nU3ydyeHnst GepMeHTOB aHTMOoKCuaaHTHoN cuctembl (AOC),
HU3KOMONEKYNSPHbIX HeDePMEHTATUBHBIX aHTUOKCUAAHTOB (AO) 1 akTBHBIX (GOPM KKC-
nopopa (APK) nozsonuna noay4nTb 06LLMPHYIO MHOPMALIMIO 06 MX CTPOEHUMU, DYHKLMSX,
NoKanu3aumm B pacTUTENbHbIX OpraHna3mMax. Bonbluoe KonM4ecTBo MMEKOLLMXCS HA AAHHBIA
MOMEHT MCCNef0oBaHNA nokasbiBatoT, kak pepmeHTsl AOC, AO pearvpyioT Ha U3MEHEHNS
YCNOBUIA OKPYXatoLLEen cpeapl; akTMBHO MOMONHSATCA 3HaHus 06 ydactum AOC n ADK
B NpoLeccax 06ecneyeHuns Xn3HeaesTeNbHOCTN PaCTEHNA, 0OCYXAAETCS, KaK KAYECTBEH-
HO 1 KonnyecTBeHHO nameHseTca nyn AOK. B HacToswem 0630pe NnpeanpuHaTa nonbiTka
nokasartb, kak AOC, AO n AOK dyHKLIMOHMPYIOT NPU OCYLLLECTBAEHMUN HOPMASIbHOIO MeTa-
6onn3ma y pacteHunin. PaccmatpuBaloTcs peakLmm, OCyLLECTBISIEMbIE B MPOLIECCax pocTa,
pasBUTUS U CTapeHns, CUrHanbHON perynsummn. MNMokasaHa B3anmocsadb depmeHTos AOC,
AO 1 ADK ¢ peHONbHbIM 1 yrneBoaHbIM 0OMeHaMu B pacTUTENIbHOM OpraHu3me.

KniouyeBble CnoBa: aHTMOKCUOAAHTHAas CUCTEMA; akTMBHble (GOPMbl KMCIOPOLA;
OKVCIINTENbHbIV CTPECC; GeHOsbHbIN MeTabonNnam; yrineBoaHblii MeTabonmam.
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REACTIVE OXYGEN SPECIES AND ANTIOXIDANT SYSTEM COMPO-
NENTS — PARTICIPANTS OF PLANT METABOLISM. RELATIONSHIPS WITH
PHENOLIC AND CARBOHYDRATE METABOLISM

Along history of studying of the antioxidant system (AOS) enzymes, low molecular weight
antioxidants (AO), and reactive oxygen species (ROS) has provided extensive informa-
tion about their structure, functions, and localization in plant organisms. A large number
of currently available studies show how AOS and AO enzymes react to changes in environ-
mental conditions. Knowledge about the participation of AOS and ROS in the essential life
processes in plants is actively updated; qualitative and quantitative changes in the ROS
pool are discussed. In this review, an attempt was made to show how AOS, AO and ROS
operate in the normal metabolism in plants. The reactions taking place in the processes
of growth, development, and aging, as well as signal regulation are considered. The rela-
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tionship of the AOS, AO, and AOS enzymes with phenolic and carbohydrate metabolism

in the plant body is demonstrated.

Keywords: antioxidant system; reactive oxygen species; oxidative stress, phenolic

metabolism; carbohydrate metabolism.

BBepeHune

MpukpenneHHbli 06pas XM3HN pacTeHN N Obl-
CTPO M3MEHSIIOLMECS YCNOBUS BHELUHEN cpeapl
npeanonaralT 3BOJIIOLNI0 MeTaboIMYeCcKnx Npo-
LLeCCOB, NieXallnx B OCHOBE MX POCTa U pa3BUTUS
[Chinnusamy et al., 2004; Pitzschke, Hirt, 2006].
OTKNoOHeHKe nboro ¢gakrtopa oT onNTUMyma npu-
BOOUT K 06pa3oBaHuMio M36bITOYHOrO KONM4ecTBa
akTUBHbIX popm kucnopoga (APK), 4yto, B CBOIO
oyepenpb, BeOET K pPasBUTUID OKUCAUTENBHOMO
ctpecca (OC) [Mittler, 2017]. B npouecce 3Boto-
UMM pacteHns chopmmpoBann pasnnyHbie pery-
nartopHble nytn npeoponeHna OC [Kpecnasckuii
n ap., 2012].

M3BECTHO, 4TO OnpeneneHHbIri ONTUMasbHbIN
ypoBeHb AMK Bcerpga npucyTCTBYET B KJETKaXx,
Tak Kak OHU ABASAIOTCH aKTMBHBIMU Y4aCTHUKaAMM
ocHoBHoro metabonuama [Konynaes, 2007; Khan,
Khan, 2017]. Onsa BoenedyeHns APK B meTtabo-
NIN3M, X NPEeBPALLEHVIA, a TaKXe UX HerTpannsa-
umn npu OC cyLlecTBYIOT BbICOKOMOJIEKYSIPHbIE
AHTMOKCUOAHTbl — (epMeHTbl aHTUOKCUOAHTHOMN
cuctembl (AOC) 1 Hu3KOMONEKynsipHole Hedep-
MeHTaTuBHbIE aHTuokcnaaHTel (AQ) [Mittler et al.,
2011; Halliwell, Gutteridge, 2015; Akram et al.,
20171].

Ha gaHHbIM MOMEHT HakonJjeH MaccuB Teope-
TUYECKNX N 3KCMEPUMEHTANbHBIX JAHHbIX O CBOM-
ctBax N dyHkumax ADK, depmeHtoB AOC, AO,
KOTOpblE€ OCBELlEHbl B OTEYECTBEHHOM U UHO-
CTpaHHOW nutepaTtype. bonbluoe konM4ecTso 06-
30pHbIX cTaten o ponu ADK, AOC n AO B pasnuy-
HbIX NPOLLEeCCax B PaCTUTE/IbHOM OpraHu3Me nMe-
€TCS B MHOCTPAHHOW nuTepaType, Ux nya akTUBHO
nonoJsiHaeTCca 1 B nocnegHee sBpems [Apel, Hirt,
2004; Dar et al., 2017; Khan, Khan, 2017; Noctor
et al., 2018; Wang et al., 2018; Waszczak et al.,
2018; Naikoo et al., 2019].

B HacTosilem 063ope 0600LLeHa MMELLAACS
nHdpopmaums 06 AOK n komnoHeHtax AOC, npep-
cTaBfeHHas B OoJiblUEN CTEMNEHU C OMOXUMUYe-
CKOV TOYKM 3peHnst; obpalleHo BHMMaHME Ha BO3-
HukHoBeHne ADK, pepmeHToB AOC 1 AO; coenaH
akueHT Ha ponb ADK, depmeHToB AOC 1 AO npu
MeTabonmM3mMe pacTUTeNbHOro opraHn3ma B Hop-
MaJibHbIX, HECTPECCOBLIX ycroBusax. Ocoboe BHU-
MaHue yaeneHo B3aMMOCBS3N (YHKLMOHMPOBA-
Hus ADK, AO n depmeHtoB AOC c yrneBogHbIM
1 GEeHOSIbHBIM MeTaboIM3MOM.

Bo3HuKHOBEeHUEe akKTUBHbIX GOpPM Kucnopoaa
M KOMMNOHEHTOB aHTUOKCUAAHTHOW CUCTEMBbI
pacTteHui

B ocHoBe npoTekawowmx y pacteHui metabo-
NINYECKMX MNPOLECCOB NexaT B3aMMOCBSA3aHHbIE
obpaTtMble  OKUCUTENbHO-BOCCTAHOBUTENbHbIE
peakunu (OBP) [XKonHuH, 2012], B X04€e KOTOPbIX
3NeKTPOHbI 06pPaTUMO NEPEHOCATCS Crneunanmaun-
POBaHHbIMWN PEeAOKC-NapaMu Ha pasnnyHble coe-
OVHEHUd 1 aneMeHTbl (Kucnopon, a3oT, cepa) [Ko-
nynaes, Kapneu, 2010]. Pegokc-napbl npeacras-
NeHbl KodbepMeHTaMn OKCUAOPEAyKTas, KoTopble
PErynupyioT CTENEeHU OKUCIIEHUS OpPraHn4yeCcKmnx
MU HeopraHuyeckmnx coenmHeHunn [Kcenxek, leT-
poBa, 1986]. CnemoBaTenbHO, peakuun, Kkatanm-
3MpyeMble OKCUAOPEeaAykTasdamu, MOXHO CUHUTaTb
penokc-npoLueccamu, akLenTopoM BOCCTaHOBU-
TEeNbHbIX 3KBMBAJIEHTOB 4Yalle BCEro BbICTynaeT
kucnopof [Scheibe et al., 2005].

Ecnn paccmatpmBaTh CyLleCTByOLIME HA OaAH-
Hblii MOMEHT MeTabonnyeckme nyTn, TO O4YeHb He-
60nbLLIOE KONNYEeCTBO GEPMEHTOB UCMOJL3YIOT KNC-
JIOpofA, B kayecTBe cybcTpaTta. Cpeay HUX — UMTOX-
pomMoKkcuaasa, Kotopas MeTabonmnanpyeT KUCIopos,
(Kb 1.9.3.1) B MUTOXOHOPUSIX, HEUTPANMU3yst ero
00 BoAbl. MNpenmyLecTBo LMTOXPOMOKCHAA3bl HA,
OpyrmMn oKcrmaasamum — 3TO BO3MOXHOCTb OOHOB-
PEMEHHOr0 NePeHOCa YeThIPEX 3NIEKTPOHOB OT KUC-
nopoda ¢ 06pasoBaHNEM XMMUYECKN HENTPasibHOWN
BOAbl ©e3 MPOMEXYTOYHbLIX 3TanoB, Ha KOTOPbIX
npoucxoamnT o6pazoaHne AOK [McCord, 2000].

O6pazoBaHne ADK reHeTnyeckn sanporpam-
MMPOBaHO. B 06bI4HbIX ycnoBusax ADK obpasytoT-
CS 1 B3aMMOMNPEBPALLAIOTCS B pPeakumsx OCHOB-
HOro mMeTabonuama, a B CTPECCOBbIX YCJIOBUSX
npoucxoanT HakonneHne ADK n nepeopmeHTaums
pacTeHusi Ha 60J1ee NHTEHCUBHbIN BTOPUYHbI Me-
Tabonuam [Rouhier et al., 2003; Schiirmann, 2003;
Konynaes, 2007; Khan, Khan, 2017 v gp].

Ecnn paccmartpuBate meTabonusaumio APK
B 9BOJIIOLIMOHHOM acrnekTe, TO OpraHnambl C Npo-
CTO OpraHM30BaHHbLIMW MeTaboNNYECKUMU NYTAMUI
ncnonb3oBanu 6oraTble SHEPrnen oKUCIUTENbHbIE
nyTW, OOHAKO MpW 3TOM MOABEPrajncb BO3OEN-
CcTBMIO BbICOKMX ypoBHe AMPK [McCord, 2000].
Mo3gHee nosiBMIacb BO3MOXHOCTb A KOHTPONS
nepeHoca 3NeKTPOHOB C MOJEKysbl KUCaopoaa 3a
cueT paseutma AO, Takux Kak, HanpumMep, ackopou-
HOBasi KMCNoTa, BUTaMuH E, n GepMeHTHbIX CUCTEM
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[Halliwell, Gutteridge, 2015; Akram et al., 2017].
depmeHTbl NpeacTaBnsioT CoO0M BOCCTAHOBIEH-
Hble MHTEpMeamMaThbl C BbICOKUM TEPMOAMHAMMUYE-
CKVMM MOTEHUManoM [Aas MepeHoca 3NeKTPOHOB,
O[HaKO 39BOJIOLUMOHHOE AaBfIEHNE NPUBENO K BO3-
HUKHOBEHWIO KMHETUYECKNX BapbepoB NPOTUB 3TUX
nencteuin [Mittler et al., 2011], noaTomy anekTpo-
Hbl CTaNV NEPEHOCUTBCH HA HUKOTUHAMUAAEHWNH-
onHykneotuadocdar (HAOD) nna obpa3oBaHus
BOCCTAQHOBNIEHHOIO  HUKOTUHAMWUOAOEHUHANHYK-
neotnadocdara (HAODPH), koTopbin sBnseTcs
YCTONYMBBIM K KUCIOPOAHbIM BO3OENCTBUSAM. Ta-
Kum 06pa3omM, cucTemMa NoToka 3/1eKTPOHOB CTaHO-
BUTCS 3aMKHYTOW, OOHAKO B 9IEKTPOH-TPAHCMHOPT-
HoM uenu (ITLL) ecTb MecTa yTeukn 3NeKTPOHOB,
3a CYET Yero MoxeT 00pa30BbIBATLCS CYNepPOKCUA-
HbI paamkan [McCord, Turrens, 1994].

M3yyeHne pazsutusa pepmentos AOC B 9BOSIO-
LMOHHOM acnekTe nokasano, 4Yto nepsbiMn AOC-
depmeHTamMun, KOTOpbIE MNOSIBASNNCE Y OPraHU3MOB,
OblM cynepokcupaucmyTasa (COL, Kd 1.15.1.1)
n katanasa (KAT, K® 1.11.1.6), no3gHee BO3HUKIN
nepokcugasel (MO). Y Bogopocnen npakTn4ecku
He BcTpedanacb KAT 1 coBcem He Oblv NpeacTas-
NeHbl BOCCTAHOBJIEHHbIE HUKOTUHAMWUOAOEHUHAM-
Hykneotuadocdatokcnaassl (HAOPH-okcraoassbl).
HauvHass ¢ BO3HMKHOBEHWSI MXOB HabnwaaeTcs
KapTuHa, KOTOpas COOTBETCTBYET pacnpeneneHmnio
HenTpanuayowmx ADK depmeHTOoB, nopobHas
TON, 4YTO MpeacTaBfieHa Yy COCYOUCTbIX PacTEHUN.
OBOJIIOLUMOHHOE pPas3BUTUE PaCTEeHMN OT BOAOPO-
Cnen 0o OBYOOJNbHbIX PACTEHMA COMPOBOXOAETCS
YCIIOXHEHNEM CUCTeMbI, HenTpanmayowen ADK,
1N BO3paCTaHMEM 4YMCNa FEeHOB, KOTOPbIE KOOMPY-
0T pepmeHTbl OCHOBHbIX cemencTts (CO/L, ackop-
6aTtnepokcmaasbl (AMO, K 1.11.1.11), moHome-
rmgpoackopbatpenykrtasbl (MAFAP, K® 1.6.5.4),
nerngpoackopbatpeaykrasbl (AFAP, K 1.8.5.1),
rnytatuoHpenykTasbl (I'P, KP 1.6.4.2), KAT, reas-
kon-nepokcugassl (MO, Kd 1.11.1.7), HAOPH-
OKCUAa3bl, anbTEPHATUBHBIX OKCMAA3, MEepPOKCUpe-
nokcuHoB) [Mittler et al., 2011].

BbiCkazaHO NpeanonoXeHne, YT0 MEXaHN3MbI,
Heobxoammble ansa HenTpanm3aumn ADK B pacTte-
HUsX, OblN CHOPMMPOBAHLI B 3BOJIIOLIMN paHee,
4yeM MexaHu3Mbl ans ceepxnpoaykumn ADK, ona
TOro 4Tob6bl PacTeHUs CMOTM KOHTPOIMPOBaTh
ypoBeHb ADK B knieTkax, a yXxe 3aTeM UCMOoJib30-
BaTb MX B CUTHasNbHbIX MyTsx [Mittler et al., 2011].

AKTBHbIE POPMbI KNCIOPOAA N KOMMOHEHTbI
AQHTUOKCUAAHTHOW CUCTEMbl — HEOTbeMJIeMble
y4aCTHUKM HOpMaJibHOro metabonuama

U cTpecc-peakunii pacteHuin

[MoCTOSAAHHBIA KOHTPONb konudectBa ADK, kak
Ha ypoBHe 00Opa3oBaHWUsl, Tak U Ha YPOBHE Hel-

Tpanuzauuu [Lamb, Dixon, 1997; Van Breusegem
et al., 2001], Heobxooum ans Ntoboro opraHn3ma,
NOCKOJbKy Ype3amepHoe obpasosaHne ADK, Tak xe
Kak 1 nx geduumT, MoXeT NpUBoANTb K rmbenm kne-
TOK [Suzuki, Mittler, 2006; Mangano et al., 2018].

Ecnn paccmatpueate ADK B kayecTBe pery-
NATOPHbIX CUrHanbHbix Mosnekyn [Desikan et al.,
2001; Hitchler, Domann, 2007; MapTuHoBuY, Ye-
peHkeBud, 2008] nnm curHanbHblX MeauMaTopoB,
TO OHM Y4YaCTBYIOT B KOHTPOJIE BaXHeLMX 6100-
rmyeckux npoueccos [Famanen n gp., 1999; Sku-
lachev, 2006; Mittler, 2017], moryT ObITb CUrHana-
MW, BbI3bIBAIOLWMMM NPOrPaAMMUPYEMYIO KNEeTOou-
Hyto cmepTb (MKC) n He KOHTPONUPYEMbIE KNETKOM
0ecTpykTuBHble u3MeHeHus [Dat et al., 2000;
Scandalios, 2005; Suzuki, Mittler, 2006].

OpnHu 1 Te xe monekybl AOK npu pasHbix KOH-
LeHTpauusax MOryT MWHUUMMPOBATb Pa3NnyHble
TUMNbI KNETOYHbIX OTBETOB. [PUHATO CcYMTaTh, YTO
HU3KMe KoHueHTpaumm ADK yyacTByloT B npo-
ueccax curHanuHra, a csepxnpogykums AdK
NnoAa BAVUSIHUEM U3MEHSIOLLMXCHA YCOBUA cpeabl
npuBogut Kk passutuio OC [Prasad, 1996; Tor-
res, Dangl, 2005; Yepenkesuny n gp., 2014; Noc-
tor et al., 2018], KOTOPbIN BO3HMKAET HE CTOJIbKO
npu peskoM BO3pacTaHUM TeMnoB 06pa3oBaHus
ADK, ckonbko Npu HapyweHun GanaHca Mexay
nx obpaszoBaHMeM N HenTpanmzaumen [Kopaiom
n ap., 2003; XaBuHCcOH 1 gp., 2003]. Pabota AOC
B 3HAUYNTENbHOW CTEMEHN KOHTPOSIMPYET KONuye-
ctBo ADK B Kknetkax B ycnosusix OC [Apel, Hirt,
2004; Konynaes, 2007].

OcHoBHble MecTa obpasoBaHus ADPK B kneTtke
pPacTEHUI — OpraHensibl C BbICOKMMU OKUCIIUTESb-
HbIMW CMOCOBHOCTAMMU, COMPOBOXAALMMN Me-
TaboNMYeCcKyl0 akKTUMBHOCTb, WIN C MOCTOSIHHLIM
NOTOKOM 3JIEKTPOHOB: XJI0POMAACTbl, MUTOXOH-
Apun, Nepokcncombl 1 ramokcmcomsl [Dat et al.,
2000; Dar et al., 2017]. B xnoponnactax OCHOBHOM
NCTOYHMK 06pa3oBaHunsl Nepekncy Bogopoaa — aTo
peakuunst Menepa, kotopas paboTtaeT ons ocBobo-
XaeHns poTocuctemsl | OT M3OBLITOYHOIrO Konn4ye-
cTBa 06pa30BaBLUNXCS 31EKTPOHOB. DoToabIXaHNe
B MNIMOKCUCOMax 3a cHeT paboThl rnMkonaTokcuaa-
3bl (MO, Kd 1.1.3.15) - ewwe oamH pecypc obpa-
30BaHUs nepekncu Bogopoda. ADK reHepupytoT-
CA NpyY MUTOXOHAPWANbLHOM AbixaHun [Doudican
etal., 2005] u poTtocuHTeze [Asada, 1999]. Kpome
TOr0, UMEHHO B MUTOXOHAPUSAX NEPEKNCb BOAOPO-
Ja Jalle Bcero obpasyeTcsl B CTPECCOBbIX YCI10BU-
ax [Pellinen et al., 1999], noskiweHne ypoHA ADK
30eCb MOXET cTaTb npuydmHon 3anycka MNKC [Lam
et al., 2001]. B agpax kneTok Takke MOryT coaep-
XaTbCH YYBCTBUTESIbHbIE PEAOKC-TPAHCKPUMLVOH-
Hble dakTopbl, BOBEYeHHble B akTtmBaumio MKC.
MpepnonaraloT, 4TO 9AEPHbIE MEXAHU3MbI TakXe
MoryT ObITb 3a4eicTBoBaHbl B 3anycke MKC, noa-
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ToMy ypoBeHb ADK B aapax KneTok AOSIKEH CTPOro
KoHTponupoBaTtbes [Lam et al., 2001]. Bnarogaps
TOMYy, 4TO Mnepekucb Bogopoda AndoyHOMpyeT
yepes akBarnopuHbl, 06pasdysacb B OOHMX KOMNap-
TMEHTaX KJIeTKX, OHA MOXET HAaHECTUN Bpe, ApYyrvm
opraHennam. MimeHHo noatomy OC, npuBoasamni
K yBenuyeHunio obpasoaHus ADK B xnoponnacrax,
MOXET 3anyckaTb LMTO30JIbHbIE WM XJI0POMIacT-
Hble 3alUNTHBbIE MEXaHU3MbI. [1epOoKCMCOMBbI — eLe
0[HO MecTo 06pa3oBaHMs NepekmMc Bogopoaa 3a
cyeT paboTtbl O 1 Takke npouecca B-oKUCNeHUs
XUPHbIX kKMcnoT [Henzler, Steudle, 2000].

O6GHapyXeHO, 4TO B ONTMMAaJIbHbIX YCIO-
BUSIX Yy pacTeHuin obpasoBaHue ADK nopnep-
XMBAETCH B KJETKAax Ha MOCTOSHHOM YPOBHE:
240 MMKpPOMOSb/C CynepoKCUAHOro pagukana
n 0,5 MnkpomMonb/C nepeknucn BOAOpoaa B XJO-
ponnacTax. [pn BO3OENCTBUM CTpPecCc-(pakTopoB
HapyLllaeTcs roMeocTas KNeTku, n obpa3oBaHue
CynepoKCUAHOro pagukana MOXeT yBenninsatb-
csa oo 720 MMKpPOMOIb/C, a Nepekncm Bogopona —
0o 5-15 mukpomons/c [Polle, 2001].

BosHukve B xoae aontoumn AO n pepMeHThI
AOC MHrmMbupyoT 3apoXxaeHne uenen okKMcneHms
nyTem HenTpanu3aumm CynepokCUAHOro paau-
Kana n NepekncHbIX MPOAYKTOB N OrPaHNYMBaIOT
JanbHerilee pasBuUTME LEMHbIX peakuuin, yMeHb-
WwakT untoTokemyeckme adpdekTel ADK B kneTkax
[Blokhina et al., 2003; Mgller et al., 2007; 3aro-
ckuHa, HasapeHko, 2016]. HuskomonekynspHbole
AO - ackopbuHoBas KUCNOTa, rNyTaTUoH, TUOJbI,
TOKOMEPOSIbl, MMTMEHTbI (KapOTUHOMAbI, aHTOLMA-
Hbl) U ap. — HelTpanuayT ADK 1 Tem cambiM ge-
NalT pacTeHME OYeHb MAACTUYHBIM OPraHN3MOM
[Shao et al., 2007]. AO pa3dHoobpasHkl MO CTPYKTY-
pe, npupone, GyHKUUSaM, MOryT G@YHKLUMOHUPOBATb
COMpPSXEHHO UM pa3HoHanpasneHHo [[pagenosa
n ap., 2011], HO OHM HE MOIYT 3alMLLATL PACTEHMUS
OT CYNnepoKCUAHOro paamkana u metactabuiibHOro
rngponepokcunaa [Chaudiere, Ferrari-lliou, 1999].

®depmeHTsl AOC aBnsitoTcs 6enkamMu no npupo-
e 1 okcuagopenykrazamm no eyHkumam. Vx kata-
JIUTUYEcKas akTMBHOCTbL 00OyClIOBIEHa B3aMMOOEeN-
cTBMeM anodpepMeHTa U KopepMeHTa, nepsmuyHada
aMVHOKMCIIOTHAs MNOCnenoBaTelbHOCTb KOTOPOro
MMeeT KOHGOpMaUMio «kapMaHa», CrneunduyHyo
onga kodepmeHTta. Cneundurka n apPEKTMBHOCTb
BHYTPU- U MEXMOJNIEKYNSPHbIX MyTEN nepeHoca
9NEeKTPOHOB 3aBUCUT OT MPOCTPAHCTBEHHOM Op-
raHnsaumm 6enka 3a CYeT B3aMMOOENCTBUS aMu-
HOKMCIOTHbIX OCTATKOB (OT UWCTEWUHA, FMCTUAMHA
n ap.) [Saab-Rincon, Valderrama, 2009]. Kodep-
MEHTbl OKCMAOPeayKTas NpeacTasieHbl Ppeaokec-na-
pamMu, BbIMOAHAIOLWLMMYU DYHKLUMIO NPOMEXYTOUHbIX
NePEeHOCYNKOB BOCCTAHOBUTESbHbBIX 9KBUBAIEHTOB,
DN HAX XapakTepHO obpaTuMoe OKUCNeHne-BoC-
ctaHoBneHue [Kpuuknin, Tenernna, 2004].

Hanbonee BaxHble aHTUOKCWAAHTHblE Gep-
MEHTbI, HENTpanuayloLwme ogHM 1M obpasyome
opyrne AOK: COL, KAT, MO ¢ Hecneunduyeckm-
Mn cybcTpatamu, Hanpumep, BMO, cybecTtpart-
crneunduyHble nepokcuaasbl, Takme kak AllO,
rnytatnoHnepokcuaasa (Mo, Kd 1.11.1.9) n ap.;
MArAP, OrAP, I'P. AMNO, MATAP, ATAP n I'P no-
BbILLAIOT CNOCOBHOCTbL CUCTEM AeTokcudurKaumm,
obpasysa ackopbaT-rnyTaTMoHOBbLIN UMK [Asada,
1999; Mittova et al., 2000; Noctor et al., 2002;
Dietz, 2003; Mittler et al., 2004]. HekoTopbie nc-
cnegoBatenn  BKIKOYAOT  NonudeHonokemaasy
(NPO, Kd 1.10.3.1) B coctae depmeHToB AOC
[Vatankhah et al., 2010]. Opyrne oTtHocaT MPO
K K/to4yeBbiIM depMeHTaM BTOPUYHOro meTabo-
n13ma, BblOendasa OaHHbli GepMEHT B OTAEJbHYIO
JIMHUIO 3alUnTbl C BbIMOJIHEHMEM OCOObIX (YHK-
LM B OKUCAUTENbHbBIX npoueccax pacteHma [Guo
et al., 2014]. NeHTo3odocdaTtHbIn Lmkn (MDLL)
cuMTalOT OCHOBHbIM pecypcom HALDH-okcmaas,
KOTOpbIE TaKXXe MOryT y4aCTBOBaTb Kak B MPOAYK-
umn [Hammond-Kosack, Jones, 1996; Pei et al.,
2000], Tak u B HeurTpanmzdaumm ADOK [Juhnke et al.,
1996]. depmeHTel AOC MOryT HeMTpanmn3oBbl-
BaTb onpeneneHHbli cyoctpar [Monecckas, 2007,
MpapenooBa n ap., 2011] n obnagatb cneumpuny-
HOCTbIO KJIETOYHOM W OpPraHHoOW nokanm3auuu,
HO MHorga ¢pepmeHTbl AOC mMoryT ObITb KOMMse-
MeHTapHbI Apyr apyry [Apel, Hirt, 2004].

Cxema, rnokasbiBaowaa B3anMocBa3b ADK,
0CHOBHbIX AO 1 dpepmeHToB AOC B pacTUTENIbHOM
opraHmame, NpeacTaBfieHa Ha PUCYHKE.

BaxHyto ponb B dyHkumoHnpoBaHum AOC B pa-
CTUTENIbHOM OpraHn3me urpatoT pasHoobpasHbie
deHonbHble coeanHennst. AOK 1 pasnnyHble de-
HOJIbHbIE COeAVHEHUS MOryT B OL4HOM pepMeHTa-
TUBHOW peakuun SBAATbCHA NPOAyKTaMu, a B Apy-
ron — yxe cybctparamu. deHonbHble COeAMHEHMS
MOTYT TakXe BbINOJIHATE (PYHKLMIO HU3KOMONEKY-
nspHbeix AO [Vuolo et al., 2019].

B3anmocBsizaHHOE YHKLUMOHMPOBAHUE KOM-
noHeHtoB AOC npeacTtaBnseT coOOM CHOXHbIN
MHOroCTagnHbli MexaHu3m. [lpn aTOM B3au-
MOLENCTBUS MEXAY aHTUOKCUOAHTHbIMW KOMIMO-
HEeHTaMn MoryT OblTb aAAUTUBHBIMWU, CUHEpPru-
YEeCKMMUN N aHTaroHMcTm4yeckmmun [MeHbLUMKOBA,
3eHkoB, 1993]. B uenom o¢yHKUMOHMPOBAHWE
AOC B kNeTkax NpencTaBieHo nokanbHbIMU 1 00-
LWEKNETOYHBbIMU  LMKIIMHECKUMU U KACKaZAHbIMU
B3aumogencTenamMmm AO. 3a cyeT OQ4HOBPEMEHHOM
paboTbl pa3nnyHbIXx KOMNoHeHToB AOC BO3HMKAKOT
cBOe0obpasHble aHTUOKCUAAHTHbIE LLenn nepeHoca
3NnekTPOoHOB [MeHbLUmKoBa, 3eHKkoB, 1993].

CornacoBaHHasi paboTa OTAENbHbIX YacTel
AOC - ocHoBa ana GopMnUPOBaHNSA YCTONYNMBOCTH
opraHunama Kk gerctenio APK. AO gonxHbl Henpe-
PbIBHO CMHTE3MPOBATLCH U MOCTYNaTbh K MECTY UX
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B3anmocssasb ADK, ocHoBHbix AO 1 dpepmeHToB AOC B pacTuTenbHOM opraHuame [no: Zhao
etal., 2016; Wang et al., 2018 ¢ usmeHeHusamu]:

OTL, — anekTpoH-TpaHcnoptHas uenb, HAAPH - HukoTvHamupaneHnHamHykneotuadocdar-okenaa-
3a, CO/ - cynepokcupoucmyTasa, KAT — kaTtanasa, MO — nepokcupasa, AMNO - ackopbaT-nepokcuaasa,
MZIAP — moHogermapoackopbatpenykrasa, AP — nervapoackopbartpenykrasa, P — rnytatmoHpeayktasa
Interrelation of ROS, major antioxidants and AOS enzymes in plants after [Zhao et al., 2016; Wang
et al., 2018 with changes]:

OTL, - electron transport chain, HAL®H - nicotinamide adenine dinucleotide phosphate oxidase, COL -
superoxide dismutase, KAT — catalase, NO — peroxidase, AMNO - ascorbate peroxidase, MAIAP — monodehy-

droascorbate reductase, AP — dehydroascorbate reductase, I'P — glutathione reductase

HerTpanuaaunn, obecneyrBas aHTUOKCUAAHTHYIO
3awWuTy, KoTopas oOycnoBneHa ornpeneneHHbIM
COCTOSIHMEM COMPSKEHHbIX  «aHTUOKCUOAHTHbIX
CTPykTyp>» [TnyHOB, 1995]. OnTumanbHbIA YypO-
BEHb BHYTPUKIETOYHbIX AO onpenensieTcs rexHe-
Tnyeckn [MeHbLliykoBa, 3eHkoB, 1993]. OTmeua-
eTca HeobxoammocTb uccnepoBaHusa AOC, co-
CTOSAILLMX M3 MHOIMX KOMMOHEHTOoB. [Noaxon, koraa
oxBaTbiBaloTCcsd AO HECKONIbKMX YHKLMOHASbHbIX
rpynn unu ypoBHeW 3alumTbl, Npu paboTte c pa-
CTEHUSIMUM MCMOJIb3YeTCA OOCTATOYHO 4acTo, Kak
npaBwusio, Korga uccneayTcsa onpeaesieHHble pe-
OOKC-UMKNbl (Hanpumep, ackopbart-riyTaTtmoHo-
BbIn) [Gechev et al., 2003; NMonecckasa, 2007].

YyacTue akTuBHbIX pOpPM KUcnopoaa
N KOMMNOHEHTOB aHTUOKCUAAHTHOW CUCTEMDI
B rpoLeccax pocta pacTeHun

KomnoHeHTbl AOC npvHUMaloT akTUBHOE yyac-
Te B NpoLeccax pocta pacTeHWs NOA KOHTPOJIEM

MUTOr€H-aKTUBMPYEMbIX MPOTEUHKMHA3 (MAT-
knHag). MAl-knHa3bl 06pa3yloT CEMENCTBO Ku-
Ha3, KOTOpble y4aCTBYIOT B nepenaye BHEKJ1eTOY-
HbIX CUFHaNIOB OT MeMOpaHbl K apy Yepes kackam,
docdhopunmposaHus [Boutros et al., 2008]. MAI-
KMHa3HbIM CUTHaIMHIOM PETryMPYIOTCS pPasHo-
obpasHble KNeToyHble YHKUMK: OT BbIKMBAHUSA
knetok go 3anycka NKC [Haagenson, Wu, 2010].
OpHa n3 Hambonee ponroxmeywmx ADK — ne-
peknucb BOgopoda — cneunmduyeckn akTusBupyet
MATT-knHa3bl, 4TO ganee NPosiBASETCS B UHAOYK-
umMm cneundunyeckmx reHoB ctpecca [Kovtun et al.,
2000].

B xone pocTta pacTeHui KIEeTOYHble CTEHKMU
paspbIXNATCa W ynnoTHaTesa. Pabota Takoro
depmeHTa, Kak N0, koHTponupyeT banaHc Mexay
3TUMK OBYMS npoueccamMun, a UMeHHO: 1) popmMun-
pOBaHME XECTKOWM KJIETOYHOM CTEHKM NoCcpencT-
BOM OKWC/IEHUS apOMaTUYECKUX KOMMOHEHTOB
K/TIETOYHbIX CTEHOK (MOHOJIMITHOJMIOB, KOPUYHbIX
KNCNOT, apoMaTtnuyeckux amMnHOKUCIOT) B Npwu-
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CYTCTBUM MNEPEKNCU BOOOPOAA; 2) pas3pyLueHue
KNEeTOYHOW CTEHKN MOCPEACTBOM PEryanMpOBaHMUs
KOHLIEHTpaumMm nepekncu sogopona n obpasosa-
Hus apyrmux ADK, Takmx kak rmapoKCusbHbIA pa-
AVKan, KOTopble pa3pyLlalT KOBAaNEHTHbIE CBA3U
B MoJsiMepax KeTouHbIx cTeHok [Schopfer, 2001;
Karkonen, Kuchitsu, 2015].

MO 3apencTBOBaHbl BO BpeMsa npoLecca npo-
pacTaHus y pacTeHWUI, Tak KaK MOryT KOHTPOIu-
poBaTtb POCT kneTok B asnHy [Cosio et al., 2009].
Bbino obHapyxeHo HakonneHne ADK B kneTou-
HOI CTeHKe 3JHAochepmMa [0 ero paspylueHus,
COMpoBOXAaoLLeecs BO3pacTaHMEM akKTUBHOCTU
MO [Lariguet et al., 2013]. EcTb AaHHble, 4TOo ADK
HeobXoaMMbl OJ1s1 KneTovHol amnddepeHumaumn
[Takemoto et al., 2007]. NpoBeaeHbl paboThl, Mo-
kasbiBatowme, 4to APK n AOC urpatoT BaxHyIO
ponb Ha paHHWX aTanax GopmupoBaHns 6060Bo-
pu3obunanbHoro cumbuosa [Hérouart et al., 2002;
Ramu et al., 2002].

B TeuyeHme kKNeTo4yHOro uukia pacTeHUn KOM-
noHeHTbl AOC y4yacTBYIOT B agekBaTHOM OTBETE
pacTeHuin Npu U3MEeHEHUU YCITIOBUI OKpY>KatoLLen
cpenbl. Tak, HanpuMmep, rNyTaTtMoH-3aBUCUMbIN
nyTb, NpoOTeKawwWwmuin npu y4actum ¢GepMeHTOB
AOC, HeobxoauMm, 4TOObl MHULMMPOBATbL U MNOA-
[epXvBaTb KNETOYHbIE OENEHUNS Ha MPOTSXKEHUN
NOCTAMOPMOHANBLHOIO PasBuTUS KOPHS [Vernoux
et al., 2000]. B 10 BpemMs kaKk HOpManbHOE MNpPO-
TEeKaHWe KNEeTOYHOro LuKIa HaXoaAUTCH nofa, Hera-
TUBHbLIM KOHTponem AOC, comaTmnyecknin ambpuro-
reHe3 CTUMynmpyeTcs nepekucbio Bogopoaa [Cui
et al.,, 2000], kpome TOro, nepekncb BOAOPOAA
HeobxoaMMa ONsi nopaepXaHus rpaBUTponmMamMa
kopHs [Joo et al., 2000].

Takum o6pasom, AOC, KOHTPONMpPYOLLAsa ypo-
BeHb ADK, onpenenset nNnacTMYHOCTb PacTEHUM
B M3MEHSIOLLIMXCHA YCNOBUSAX OKPYXAIOLLEn cpeapl
1, CnegoBaTenbHO, y4aCTBYET B MpoLeccax po-
CTa U BbDXMBAeEMOCTM pacTeHun [Mittler, 2017;
Waszczak et al., 2018].

YyacTue akTuBHbIX pOpPM KUcnopoaga
N KOMMNOHEHTOB aHTUOKCUAAHTHOW CUCTEMDI
B Npoueccax CTapeHUs pacTeHun

BospacTtaHne TemnoB o6pasoBaHus ADK -
OOWH U3 CaMbIX PaHHUX OTBETOB PACTUTESbHbIX
KneTok Ha ctapeHune. OTMe4YaeTcs, 4TO B NEPBYIO
oyepenpb nNpv CTapeHUW HapyLlaeTcd OKUCIN-
TeNbHO-BOCCTAHOBUTENbHLIM GanaHc [Jing et al.,
2008]. B 1956 r. [. XapmaHOM BblABUHYTA CBO-
OoaHopagvikanbHas Teopusi ctapeHus [Harman,
1956], cBsA3biBaOLLAA MNPOLLECChl CTapeHus 1 06-
pasoBaHne APK. Teopnss OCHOBbIBAETCHA Ha TOM,
4YTO OKUCIUTENbHbIE (EPMEHTHbIE KOMMJIEKCHI
ABNAOTCSA 0093aTeNbHbIMK OJ151 XMBbIX OpraHu3-

MoB. lMoayepkumBaeTcs, 4To HexenaTenbHble ADK,
obpas3oBaHHbIe B pe3ysibTate OKUCUTENbHbIX pe-
aKuuii, okasbiBalOT HEoOpaTUMOoe oTpuLlaTenbHoe
BO34encTBME Ha Takme monekynbl, kak JHK, PHK,
6enku, nMnuapl, 4TO U NPUBOANT K CTapeHuto. dTa
Teopus NOATBEPXAAETCA SKCNEePMMEHTabHbIMU
naHHbiMK [Landis et al., 2004; Chen et al., 2007].
Mo3oHee Oblna BblOBUMHYTA MUTOXOHAPWAaNbHas
Teopusi CTapeHns B CBA3W C TEM, YTO MUTOXOH-
opun ABNSAIOTCS OOHUMM W3 FNaBHbIX UCTOYHMKOB
AD®K [Harman, 1972]. MNpu cTapeHun cHuxaeTcs
aKTUBHOCTb KOMMNOHEHTOB AOC B MUTOXOHAPUSX,
B pe3ynbTaTe 4Yero B HMX BO3pacTaeT KOHUEeHTpa-
uma nepekncu sogopoaa [Jiménez et al., 1998].

Kpome TOro, npu crapeHmn nucTta HabnogaeT-
cs noJsiHas noteps aktuBHocTn KAT 1 HakonneHne
CynepoKCMaHOro paaukana u nepekmcmn sogopoaa
B nepokcmncomax [del Rio et al., 1998]. YacTtunu-
HO HeuTpanu3aumsa nepekncu BoaopoOa MOXET
ypaBHOBELIMBAaTLCA 3a cyeT paboTbl ackopbar-
rNyTaTMOHOBOIO LMKIA, HO 1 ero paboTta MoxeT
ObITb OcnabneHa npoueccamm ctapeHms. OTmeda-
0T CHMXXeHMe akTuBHOCTU AINO n MATAP [Jiménez
etal., 1998].

AHTUOKCUAAHTHas cucTemMa pacTeHuin
1 PpeHoNbHbI MeTabonnuam

Kak ©Obln0 YNOMSIHYTO Bblle, BaXKHYK POJb
B ¢pyHKUMOHMpoBaHun AOC B pacTUTenbHOM Op-
raHM3amMe urpaloT pasHooOpasHble QEHOJIbHbIE
coeauHeHnst. GeHosbHble COeANHEHUSI B OCHOB-
HOM CUHTE3UPYIOTCA U3 KOPUYHOWM KUCNOThI, KO-
Topas popmupyeTcsa 13 GeHunanaHnHa npu gemn-
cTBUN deHunanaHuH-ammmak-nnassl (PAJ, K
4.3.1.5) — CBA3YIOLLEr0 3BEHA MEXAY LMKMMAT-
HbIM 1 peHunnponaHonaHelM nNyTamu. Nepexno-
yeHVe Ha GEeHUNNPONaHOUAHLIN MyTb ABNAETCH
HeobXxoaMMbIM Mpoueccom. [loka3aHo, 4YTo Mnpw
HOpManbHbIX ycnoBusx pocta 20 % yrnepona
dukcmpyeTcs pacTeEHUIMU MMEHHO 4Yepe3 3ToT
nyTb [Dixon, Paiva, 1995].

®deHoNbHbIE COeaNHEHUSI PACTUTENIbHOrO Op-
raHM3amMa - BbICOKOPEakLIMOHHOCMNOCOOHEIE Be-
wectea. OkmucneHne GEHONOB SABASIETCS 4aCTbio
HOPMasbHOIrO PasBUTUS PACTEHUS N MPOUCXOANT
BO BpEMS MpPOLLECCOB pPOCTa, pa3BuUTusa KU ctape-
HUa pactenmn [Treutter, 2006]. YcuneHne oe-
HUANPONaHOWAHOro MeTabonrMamMa 1 KomyecTsa
GEHOJbHbIX COEANHEHN MOXET UMETb MECTO MNpKn
M3MEHEHNM YCNOBUI OKpyxXatoLlern cpeapl [Saki-
hama, Yamasaki, 2002].

MdeHonbHble coeguiHeHusa, aBnadck AO, Heln-
TpanuayloT cBOOOAHbIE paamkanbl MO0 MPSMbIM
nytem, o6pasys npu aToM HepaaukasbHble Npo-
OyKTbl (BEPOATHO, Takme MpOoLLEeCChbl MPOUCXOOAT
npu obpa3oBaHUN JIUTHUHA W MOJMMepU3aunm
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¢dnaBoHOB), MO0 NyTEM CBA3bIBAHUSA WOHOB Me-
TannoB C NEPEMEHHON BANEHTHOCTbIO, WUHULNU-
PYIOLLMX OKUCIIEHME OpPraHn4yeckmnx COeOUHEHUN.
®deHonbHble AO adPEeKTMBHO CBSA3bIBAKOT KUCIO-
poOHble CYNepOKCUAHLIA U TMAOPOKCUIIbHBINA pa-
aukansl U UHFIMOUPYIOT MHAYUMPYEMOE MU Nnepe-
KncHoe okucneHne nunuaos (MOJ1) [MeHbLyKo-
Ba, 3eHKoB, 1993; Naikoo et al., 2019].

deHonbHble coeauHeHUs CMOCOOHbI  Nerko
okucnateca MO n NPO ¢ obpasoBaHNEM BbICO-
KOPEaKLUMOHHbIX MPOMEXYTOYHbIX MPOAYKTOB —
CEMUXMHOHHbIX PaauKanoB N XMHOHOB, KOTOpPbIE
MOIYT CMOHTaHHO pearnpoBaTb ¢ 6e5IKOBbIMU KOM-
NnoHeHTamu, 06pasyst KOMMIEKChbl TEMHOOKPALLEH-
HbIX npoaykTos [Walker, Ferrar, 1998].

M3BeCTHO, 4TO PEeHOSIbHbIE COeAVNHEHUS MOTYT
1 caMu sBNsaTbCs nctodHnkamm ADPK. B HenTpans-
HOW cpefe MHorve rnonndeHosbHble COeaNHEHN
pPacTUTENIbHOrO MPOUCXOXOEHUSA, CaMOOKUCSA-
ficb, 0O6pasdyloT cynepokCcuaHble paaukansl. Tak,
Hanbonee WHTEHCMBHO 3TOT MPOLECC MPOUCXO-
OUT NPU OKUCIIEHUU TPUOKCUPEHONOB [Mep3ansk,
1999]. MNMpwu yyacTnu MO KNETOYHbBIX CTEHOK N3 HUX
MOXET CUHTE3MPOBaTbCHA Mepekncb BOAOpPOAA
[Pedreno et al., 1989].

3a cueT paboTtbl MAMAP ackopbaT-rnyratmoHo-
BOrO LMKJ1Ia OKUC/IEHHbIE (PEHOJIbHbIE COeaVNHEHNS
MOryT ObITb pereHeprpoBaHbl. PereHepupoBaHHbIe
(BOCCTaHOBNEHHbIE) GOPMbI MOryT OENCTBOBATb
kak AO [Sakihama et al., 2000]. OkucneHHbie (de-
HOKCWUJIbHbIE) HPOPMbl B HOPMaJibHbIX (PrU3nNonorn-
4YeCKMX) YCJIOBUSAX HE HAHOCAT Bpeaa pacTUTeSIbHOM
KneTke, Tak Kak OHM HecTabuibHbI 1 ObICTPO NPEeB-
paLLaloTcsa B HepaamkabHble NPOAYKTbl, HO MHOr4a
LENCTBYIOT Kak NpooKCcuaaHTbl. B uenom, ogHako,
dEeHOKCUbHBIE paamukanbl TOKCUYHbBI O KUBbIX
OpraHM3mMoB M3-3a CMOCOOHOCTU WHUUMMPOBATb
cBOOOAHOpaAMKanbHble peakumMm B MemOpaHax
N CKJIOHHOCTU «CLUMBATbCS» C Pa3fNYHbIMU MOJe-
kynamu [Sakihama, Yamasaki, 2002].

AHTUOKCUAAHTHas cucTeMa pacTeHui
W yrneBogHbii MeTabonmam

BaxxHyto ponb B QYHKUMOHUPOBAHUN PACTEHUI
nUrpaioT yrnesoapl M GepMeHTbl, ydyacTByloLme
B MX MpeBpalleHusx. Kpome Toro, yrnesoapl Tec-
HO cBs3aHbl ¢ OC n curHanmirom A®K [Suzuki,
Mittler, 2006; Takahashi, Murata, 2008].

Caxapa cnocobHbl HelTpann3oBbiBaTb ADK
B pacteHusx [Rolland et al., 2006]. Tak, rnwoko3sy
1 PPYKTO3Y CHUTAIOT NOTEHLMASIBHBIMU HENTPANN-
3atopamu ADK [Keunen et al., 2013], oHn moryT
aKTUBMPOBATb MeHbl, OTBeYaloLme 3a akTMBHOCTb
depmenToB AOC [Contento et al., 2004]. PacTtBo-
puMble caxapa MOryT cTabunmanpoBaTtb CTPYKTY-
py depmenToB AOC [Chaves et al., 2003]. Caxapa

NMET OBOMCTBEHHble OTHoweHns ¢ ADK B pa-
CcTeHusx: 1) y4acTBYIOT B peakumsx ObIXaTeNbHbIX
NpPOLLECCOB, NPY 3TOM 06Pa3dyoTCs MHOIOYMUCEH-
Hble ADK; 2) yqacTBYIOT B peakumnsaix OkCUAATUBHO-
ro ML, ceazaHHoro ¢ paboton HAOPH-okcnaas,
HenTpannays ADK. MoaTomy 3amTHbIE 3dDEKTI
caxapoB 3aBUCAT OT aKTUBHOCTUN dpepmeHToB MPL],
[Barra et al., 2003]. C ogHOM CTOPOHbLI, peakumn
MdL, cHabxaloTcss 3HAOreHHO OOCTYMHbIMU ca-
xapamn [Debnam et al., 2004], koTopble NMEKT
BOCCTaHOBUTESbHbIE CNIOCOBHOCTM AN HENTpanu-
3auum nepekmcu sBogopoaa n apyrux AMK. C opy-
rO CTOPOHbI, M3BLITOK CaxapoB, 06Pa3YOLLMXCS
B (POTOCUMHTESNPYIOLLMNX JIUCTbSAX, MOXET MPUBO-
ONTb K HAKOMMEHMIO B N3ObITOYHbIX KOJIMYECTBax
LMTO30JIbHOWM Mepekncn BOOOPOAA, OCOOEHHO
€CJIN 3KCMNOPT CaxapoB 3aTPyaHEH BO3MOXHOCTS-
MW TKaHewr 1 OpraHoB-akLEenTOPOB B CTPECCOBbIX
ycnosusax [Van den Ende, Valluru, 2008].

Caxapa, KpOMe BbINOJIHEHUS CUIHANbHOWN
dYHKUMM, BEPOSTHO, B KOMOUHaUMKU C deHosb-
HbIMW KOMMOHEHTaMu, GOPMUPYIOT BAKYOSSIPHYIO
OKNCNUTENbHO-BOCCTAHOBUTESbHYIO CUCTEMY,
OEeCTBYIOLLYIO B COrIacun € XOPOLLIO N3BECTHLIMU
uMTONNIa3MaTUYECKUMN aHTUOKCUAAHTHBIMU Me-
xaHn3mamu [Price et al., 2004].

OonH mn3 Haubonee BaXHbIX GEPMEHTOB,
noaaepXvBalLmx B3auMOLENCTBME  CaxapoB
n AD®K, — rekcokmnHaza ('K, Kb 2.7.1.1). dep-
MEHT pPerynmpyet ypOBHU T[NOKO30-6-dpocdaTa
n ADOK, cTumMynumpys 3almTHbIE aHTUOKCUOAHTHbIE
MEXaHN3Mbl N CUHTE3 (DEHOJbHbIX KOMMOHEHTOB.
OTn NpoLEeCChl aKTUBHO MPOTEKAIOT B LUTO305€e
n MuToxoHApusx. AkTneHasa pabota K yckopsiet
TEeMMbl FVKO3UANPOBAHUS HEHONbHbIX BELLECTB.
Kpome Toro, pepmMeHT cnocobeH AencTBOBaTb Kak
rIOKO3HbIA CEHCOP, KOHTPONMPYIOLMIA OeneHne
N POCT KNEeTOK, B3aUMOAENCTBYS C rOPMOHaMMU
[Essmann et al., 2008].

nioko3a-6-pocharoernaporeHaza (M6,
K®d 1.1.1.49) — BaxHenwnii pepmeHT MOLL — cnn-
TeampyeT npekypcopbl Ana deHmnnponaHouna-
HOro NyTW, TEM CamMblM CBS3blBAs Yri€BOOHbIN
n deHonbHbIi 06MeH [Kovacik et al., 2009]. He-
06X0OMMO OTMETUTb, YTO Yy OPraHoB W TKaHel
C BbICOKOW KOHLUEHTpaumern caxapos npoucxoant
B3aMMOLENCTBME CaxapoB U (eHOJbHbIX coenn-
HEHWNIM BHYTPW B3aMMOCBHA3aHHOW OKUCIUTESNIBHO-
BOCCTAHOBUTEJIbHON CUCTEMbI, HENTPANIYIOLLEN
A®DK u 3awmwatoweii ot crpecca. NdPO nomora-
0T HenTpanmaosbiBaTb ADK ¢ npreneveHnem de-
HOJIbHbIX COEOMHEHUI, TEM CaMbiM aKTUBHO y4ya-
cTBYSa B ux getokcudukaumm [Mishra, Sangwan,
2019]. Kpome Toro, cBsi3aHHbIE C AEATENBHOCTbLIO
nHeeptas (MHB, KP 3.2.1.26), curHanbHble dyHK-
LMW MOHOCaxapoB MPOSABASIIOTCH MPU OTBETHbIX
peakumsax pacteHun [Essmann et al., 2008].
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3aknioyeHue

O6pa3oBaBluMecs B 3BoOMOUMM  (DEPMEHTDI
AOC n AO, n3HavyanbHO HENTPaNU3yloLe BbICO-
kuii ypoBeHb obpasyowmxcas ADK B nocTosiHHO
N3MEHSIIOLLIMXCS YCNOBUSIX OKpYXKaloLwlel cpepsbl,
janee crtanu MNpuUHUMaTb ydacTue B MHOro4u-
CNEHHbIX CUTHaNIbHbIX MYTHAX, KOTOPbIE ABASAIOTCS
Ba)XHOW COCTaBASAIOLLEN MHOIMX NPOLLECCOB, NPO-
NCXOAsALMX B pacTUTeNbHOM opraHuame. [pu-
BeeHHble B 0030pe [AaHHble CBUOETENbCTBYIOT
0 TOM, 4TO cnekTp dyHkumn pepmentTo AOC, AO
1 ADK o4eHb LUIMPOK 1 OHU MPUHUMAIOT Henocpe-
CTBEHHOE y4aCcTue BO MHOImMX npoleccax obec-
MEeYEHUa XMNIHedesaTeNbHOCTU pacTeHun. Kpome
Toro, pabota ¢pepmeHToB AOC, AO n ADK Haxo-
OUTCS B TECHOM B3aMMOCBSI3W C YrieBOAHbIMU
1 GEHONBbHLIMWN COeANHEHUAMK, 0OPa3yOLLMMUCS
B PaCTUTESIbHOM OpraHn3mMe.

MccnepoBaHusa B aToW 06nactv ¢ npusnede-
HWEM COBPEMEHHLIX  MOJIEKYNSPHO-TEHETMNYE-
CKUX METOO0B MMEIOT MEPCNEKTMBbLI B TOM Yucne
N C NPaKTUYECKOW TOYKM 3peHUs. 3a nocnepHue
DECATUNETUS OOCTUMHYTbl BOJbLUME YCrexu B MNo-
HUMaHUM OYHKUMOHMPOBaHUS ¢depmeHTos AOC,
AO n ADK B HOpMasbHbIX, HECTPECCOBLIX YCI10BM-
AX. HecoMHeHHO, HeobxoauMo rnybokoe U KOM-
njaeKkcHoe noHMuMaHne paboTbl 3TUX Ounonoruye-
CKUWX MOJeKys ¢ 0cobbIMU CBOMCTBAMM.

UccnenoBaHve BbIMOIHEHO MpPU (UHaHCOBOM
roanepxke w3 cpeacts ¢enepasabHoro 06i04-
XeTta Ha BbINOJIHEHWE roCyAapCTBEHHOro 3aja-
Hus KapHLU PAH (UHctutyt neca KapHL PAH)
n npu puHaHcoBov noanepxke PODOU (npoekt
N2 19-04-00622 a).
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