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B o00630pe 006001IEeHBI COBpeMEHHBIC NMPEACTABJICHHS O MeXaHH3MaX 00pa3oBaHUS AKTHBHBIX (opm
KHCJIOpoJaa B PAaCTEHUAAX H BO3MOKHBIX NMPUYUHAX YCHJICHHUS HUX I'€EHEpanuu B YCJIOBHUAX CTpecca pas/indHOro
npoucxoxaenusi. [IpuBoasitess naHHble 0 (GU3NOJOTHYECKOll PoJiM M MoBpexaaouX 3¢dexTax pasJaHYHbIX
aKTHBHBIX (popM KHcI0poaa U GYHKLHOHHPOBAHUY B KJIeTKAX pacTeHUi MHOTOKOMIIOHEHTHOIH GHOXMMHYecKoii
CHCTeMbl aHTHOKCHAAHTHOM 3aLIUTHI, BKJII0OYAloleil JH3MMaTHYecKHe U HeIH3UMAaTHYeCKHe KOMITOHEHThI.

KnroueBsie cioBa: akTUBHBIE q)OpMLI Kucjiopona, OKHCJIUTEJIbHBIA CTpecC, MNEPEKNUCh BOAOPOAA, NEPEKUCHOE OKUCIIEHUE
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In the review modern representations about mechanisms of oxygen active forms for mation in plants and
the possible reasons of their generation strengthening in the conditions of a various origin are generalized stress.
The data about a physiological role and damaging effects various oxygen active forms and functioning in cages of
plants of multicomponent biochemical system antioxidizing the protection is cited.
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BBEJIEHUE

AKTHBU3AIUS HCCIIEIOBAHUH TTOCIIEIHAX IECATHIICTAN B HAITPABICHUH PACKPBITUS TIPUPOIBI
¥ MEXaHU3MOB 00pa30BaHUs aKTHBHBIX (JOPM KUCIIOPOJIA, a TAK)KE BBISICHEHUST HX OMOJIOTHYECKOMN
pOJH cBs3aHA CO 3HAYEHHMEM HTOro (peHOMEHa, KaK OJHOTO M3 KJIIOUEBBIX 3BEHBEB B MpoOieMe
BO3HUKHOBEHHUSI M TEpeayll CHUTHAJIOB B JKMBOM OpraHM3Me Ha YpPOBHE OTJEIBHBIX MOJEKYIL.
OOpazoBaHue U niepeada TaKMX CUTHAJIOB PEaTM3yIOTCSl KaK B XOJI€ M3BECTHBIX (PU3MOIIOTHICCKUAX
MPOIIECCOB, TaK U, 0COOEHHO, TIPH CTPECCE, B pe3yIbTaTe Yero BKIIIOYAFOTCS 3aIUTHBIE MEXaHU3MBI
OHMOJIOrUYECKOro 0OBEKTA.

[lepBast peakmusi pacTUTENHHOTO OpraHW3Ma COCTOUT B HCIOJIB30BAHUU HMEIOITIXCS
pe3epBoB (mysa creruduueckux (GEepMEHTOB U HHU3KOMOJICKYJSIPHBIX METa0OJIUTOB), TOCIE YEro
MIPOUCXOJUT aKTUBAIMS IPOIECCOB HOBOOOpA30BaHUs HEOOXOMUMBIX ()EPMEHTOB W CHHTE3a
CIEIMAITBHBIX BBICOKOPEAKTUBHEIX BeIecTB. B cBeTe paccmaTpuBaeMoil MpoOIeMbl UMEIOIIUECs
JUTepaTypHbIC JaHHBIC YACTO KACAIOTCS OTMEIBHBIX JIEMEHTOB aHTHOKCHIAHTHOW 3aIUTHI KIETKU
[37, 54, 59],u 10 cHX MOpP OCTAIOTCS HESICHBIMH BOIPOCHI COPa3MEPHBIX U3MEHCHHU 3aIUTHBIX
KOMIIOHEHTOB TIpU CTpecce. YUHUTHIBAs CIOXXKHOCTh W OOJBINON HMHTEpeC K JaHHOW mpobieme,
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XKIYT CBOEro pemeHus s Oosiee TIyOOKOro IMOHMMAaHHS IPOILIECCOB IEpEeIaydl CUTHAIOB U
aKTUBHM3AIMM 3alllUTHBIX peaKIHii opraHu3Ma B YCJIOBHUSX TeHepaluu H30BITOUYHBIX (GopMm
KHCJIOpOJa IIPU CTpecce.

MEXAHW3MbI ObPA3OBAHUMA AKTUBHBIX ®OPM KNCJIOPOJIA B KJIETKE

B OCHOBHOM COCTOSIHUM MOJIEKYJISIPDHBIN KHCJIOPOJI MpPEJICTaBiIsieT cOO0W OTHOCHUTEIHHO
CcTaOUITFHYIO MOJIEKYJTY, CIIOHTAHHO HE PEarupyrollyl0 C pa3THYHBIMH MaKpOMOJIEKYJIaMH. JTO
OGBSICHSICTCS. €r0 AMEKTPOHHOI KOH(UIypamueil: ocHOBHas popMma kucitopoa B armochepe (CO,)
HAXOJUTCS B TPUILJIETHOM COCTOSTHUU. OIHAKO aspoOHbIE OpraHU3Mbl CTAJIKUBAIOTCS C IIOCTOSIHHON
OMACHOCTBIO, CBS3aHHOM C T€M, YTO MHOTHE IMPOLECChl ¢ YYaCTHEM MOJIEKYJISIPHOTO KHCIOpoJa
COIIPOBOXKIAIOTCS 00pa3oBaHMEM TaK Ha3bIBaeMBIX aKTUBHBIX (opMm kuciopomaa, APK (ROS,
Reactive Oxygen Speciesfiiaaronux upe3Bbl4aiiHO BRICOKOH peaKIMOHHON CIIOCOOHOCTRIO [29,
47]. B nacrosimee BpeMs K unciay ADPK oTHOCST Mpou3BOHBIC KACIOPOIa PaIuKaIbHON IPUPOIBI
(cynepoxcun-panukan (anwoH-pagukan) O , rugponepekucHbii pamumkan HO,, ruapoxcui-
pamukan HO'), a TakKe ero peakTuBHbIE NPOM3BOAHBIE (mepekuch Bogopoaa HyOp, cHHIIIETHBINA
KHUCJIOPOJI 0, u nepokcuHuTput) [15, 84, 88].IlocK0IbKY pacTeHUs HEMOJBUKHBI U HAXOISTCS
[OJI TIOCTOSIHHBIM BO3JEMCTBHEM MEHSIOIIUXCS YCIOBHM Cpelpl, a TakKe OCYLIECTBIISIOT
OKCHUTeHHBIN (POTOCHHTE3, B UX TKaHSIX KOHIICHTPAITUS MOJIEKYJISIPHOTO KHCIIOPOJa OKa3bhIBACTCS
HaMHOTO OoJlee BBICOKOH, yeM y apyrux sykapuoT. [lokazaHo, 4To KOHIIEHTpalus KHUCIOpoJa B
MUTOXOHAPUSAX MiekonmuTaronmx mgocturaet 0,1 mMxM, B TO BpeMs Kak B MHUTOXOHJPHSX
pacTUTENBbHBIX KIeTOK — 6oniee 250MmkM [43]. I1pu 3TOM, 10 OlleHKaM UCClieoBaTese, IPUMEPHO
1 % mnoriomaeMoro pacTeHHSMH KHCIIOpojaa IpeoOpa3yercs B €ro akTUBHBIC (DOPMBI, YTO
HEM30EKHO CBS3aHO C HEMOJHBIM TIOIITArOBBIM BOCCTAHOBIICHHEM MOJICKYJIIPHOTO KHcIoposa [88].

CunrierHsii kucnopox (‘Oz) o6pasyercs B XJIOPOIIIACTAX B Pe3yiIbTaTe B3AHMOICHCTBHS
MOJIEKYJIIPHOTO KHCIIOpOoJa ¢ XJIOpOGHILIOM, BO30YKJICHHBIM KBAaHTOM CBETa M HAXOMISIIUMCS B
TPUIUJICTHOM COCTOSIHUM. JHEPTHsi, HeoOXoaumMasi JJIsl 3TOTO IMepex0/ia, COCTABISET MPUMEpPHO 22
KKaJsi/MoJib. B pe3ynbrate moriomeHust n30bITOUHOM SHEPTHH (YTO YaCTO UMEET MECTO B pPealbHBIX
YCJIOBHSIX) TIPOMCXOJMT OOpalleHre CIHUHA OJHOTO AJIEKTpOHA W (OPMHPOBAHUE CHHIJIETHOTO
kucsopoaa [43].

O6paszoBanue cynepokcuanoro anron-paaukana (027) mpoucxomut B porocucreme | (OC
1) u Il (@C Il) xyoporIacTOB ¥ Ha KOMILIEKCAX JBIXAaTEIbHOW e B MUTOXOHJPHUSX, a TAKKEe B
psjie peakiimii, MPOTEKAOIMUX B MEepOoKcHcoMmax (MpU OKUCICHWHM KCAHTHHA KCAHTHHOKCHJIA30M)
[92]. B ®C | nmosiBieH#e CynepoKCHIHOTO paauKaia IMpOUCXOauT B peakiun Mémtepa (Mehler)u
cBs3aHO ¢ paboroit 4Fe-4SkmactepoB, dheppenokcuna u/mau peppenokcun-HAJIDH-peaykraspt
[81]. Okomno 10-25%Bcero HEMUKINYECKOTO 3JICKTPOHHOTO MOTOKA MOXET UITH Ha 00pa3oBaHHE

cynepokcua-paaukaina [39]. 'eHepamusi aHMOH-pajHKaia, KpoMe TOrO, BO3MOXKHA Ha YPOBHE



peakmmonnoro 1eHtpa ®C I, mpeamonoxurensHo B Qa m Qp caiftax. B muTOXOHIpHSIX
o6pasosanre O, conpsuKeHO ¢ (YHKIUOHUPOBAHUEM JIBIXATEILHON SJIEKTPOH-TPAHCIIOPTHOM €K
(OTL) Bo BHyTpeHHE# MUTOXOHIPUAILHOW MeMOpaHE M 3aXBAaTOM MOJICKYJISIPHBIM KHCJIOPOJIOM
251eKTpoHOB ¢ TeMoB (b; 1 1) ¥ OTHOCHTEIBHO TONTOXKKUBYINUX ceMUXHHOHOB B Qin-caiite [29]. ITo
HEKOTOPHIM OIEHKaM, Jaxe B (PH3MOJIOTMYECKH ONTHUMAIBHBIX YCIOBUSX mHpuMmepHo 2-5 %
npoxoasmx mo DTI] smekTpoHOB MIyT Ha OOpa3oBaHHE CYNEPOKCHUIHBIX paaukaioB [48, 71].
Kpome Toro, B ompeie/ieHHbIX YCIOBUSAX (HAllpUMEp, NMPH OKHCICHUH MHUPHIAHHYKICOTHIOB U
nou(eHoI0B) TpH (U3HOIOTHYSCKOM 3HavyeHHH PH HEKOTOpbIe amoIIacTHBIC MEePOKCHIA3HI,
MPOSIBIISISI CBOIO OKCHJIA3HYIO (DYHKITHIO, CIOCOOHBI K OOpa30BaHHIO CYMEPOKCHIHOTO aHUOH-
pamukaia [25]. YcTaHOBICHO, YTO MEPOKCHIa3a KJICTOYHOW MOBEPXHOCTU SIBJISICTCS OJHHM W3
OCHOBHBIX HCTOYHUKOB CYHNEPOKCHIHOTO paJWKaia MpH OTCEUECHUH KOpPHEH OT MPOPOCTKOB
mireHuIpl [74]. O sBIsSeTCs UCTOYHHKOM O00pa3oBaHHs APYIHX, 00Jlee TOKCHYHBIX aKTHBHBIX
dbopM KHCcIOopoIa.

Cynepokcuapaaukan MOXKET MPOTOHUPOBATECS O TUIPONEPOKCHUIHOTO paaukaia B
pe3yJbTare peakiuu (ypaBHeHue 1):

073 +H = HO; (1)

JlucmyTanusi ABYX aHHOH-PAIUKAJIOB MPUBOJUT K 00pa3oBaHUIO Tepekucu Boaopomaa HyO;
(ypaBHeHHE 2):

20;" + H =H,0,+0; @)

JlueMyTanust MOXKeT MPOTeKaTh CIIOHTAHHO YUK TIPU YYaCTHH CIIeIU(PUIECKAX (pepMEHTOB —
cynmepokcumaucmyTaz (COJ]). B kmetkax COJI mpenacraBieHa Tpemst u30(hopMaMH, KOTOPBIC
pa3nuvaloTCs BXOJSAIIMMH B COCTaB aKTHBHBIX IIEHTPOB MoHamu MetauioB: CuZnCOJl, Mn-CO/]
u Fe-CO/l. Mexanusm geiictBust COJl BKITIOUAET MOCIIEI0BaTEIbHOE BOCCTAHOBJICHUE W OKUCIICHHE
MeTajyla aKTHBHOTO IeHTpa (epMeHTa CyNepOKCHIHBIMEH aHWOH-pagukamamu [43]. Tlpu stom
CKOPOCTh CHOHTAHHOW JTUCMYTAITUU OIpeiesieHa B 210° M/c npu pH 7,0, Torna xak B mpucyTCTBUU
COJI ona cocrasmsier 210° M/c, T.e. mpubnmsurensuo B 10 pas Geictpee [79].

[lepexucry Bomopoma oOpa3yeTrcs He TOJIBKO B pe3ysibTare HEUTpanu3alliu CYHepOKCH]I-
pamukana mpu ydactud COJ[, HO W BO MHOTHUX JPYTUX peEaKIHsIX, OCOOEHHO WHTEHCHBHO
MIPOTEKAIOIIUX B IEPOKCUCOMAX U INIMOKcUcoMax. Hampumep, pu OKUCIIEHNUHN IIIHKOJIaTa — OJIHOTO
U3 TpoAyKToB (oTocuHTe3a, oOpa3yroomierocss B pe3ysibTaTe OKCHUT€HA3HOH  peakIluH,
KaTanm3upyemoit  puOyrno3zobucdocdarkapookcunazoii-okeurenazoin  (PBOKO).  ['muxonar
TPAHCIIOPTUPYETCS. B IEPOKCUCOMBI M OKHUCISIETCS TIIMKOJIATOKCHUIA30i 10 TIJIMOKcUiara ¢
obpazoBanuem nepekucu [38]. C o6pazoBarnrem HyO, B iepokcrcoMax MIyT peakiuu Ipu yIacTHH
(TaBUHOBBIX JIeTHJIporeHa3 (KCaHTHMHOKCHJIa3a, albJerujoKcuaa3a W jp.). Pacman 3amacHbIX

JKUPpOB H IIpoIecc B-OKI/ICJIGHI/IH JKUPHBIX KHUCJIOT, IIPOTCKAOMUC B TJIMOKCHUCOMAX, TaKXKC



compoBoskaatorcst obpasoanuem HO» [40]. Kak u B ciiyyae CymepoOKCHIHOTO aHHOH-paJdKaa,
MEPOKCH/Ia3bl anoIlIacTa CliocOOHBI TeHEPUPOBATH NEPEKUCHh B MPOIECCE pea3alii OKCHIA3HON
¢byukimn [74]. Ipu srom m3menenre pH onpeaenseT COOTHOIIECHHE MEPOKCUIa3HON U OKCUAA3HON
akTUBHOCTeH mepokcuaas [73]. Tak, Obuto MOKa3aHO, YTO MEPOKCHIA3a KIIETOYHOM CTEHKH,
crocoOHass K 00pa3oBaHMIO MEPEKHCH BOJIOpoJa NMpH HeilTparbHOM pH, BoccTaHaBiuBajia CBOIO
NEePOKCUIa3HYI0 (QYHKIIMIO TIpH cMeleHnn pH okpy Karoiero pactBopa B KUCIYIO CTOpoHY [44].
CyIepOKCH/I-pajKall i IepeKrch BOIOPO/IA B IPUCYTCTBUH HOHOB xeresa (FE', FE™) u/um
memn (CUPY) moryT Berynars B peakiun ®Oentona (ypasrenus 3, 4)u [aGepa-Baiica (Haber-Weiss)
(ypaBHenue 5) m 00pa30BbIBATh THIPOKCHIIBHBIA PaHKal, KOTOPbIA SBISETCS CAMbIM MOIIHBIM

M3BECTHBIM OKuciuTeneM [52, 75]:

0, +Fé3(Cu?) =0, + Fé? (Cu) (3)
Fe? (Cu) + H0, = F€* (Cu?) +HO + HO® (4)
02.- +H,0,=HO + HO™ + O, (5)

Takum 00pa3oM, MOsBIEHUE aKTHBHBIX (POpPM KHCIOpOJa B JKHBOM OpPraHU3ME CBS3aHO C
MpOTEeKaHWeM MeTabOIMYECKUX peaklluii B Pa3IMYHBIX KJIETOYHBIX KOMIIAPTMEHTAX.

B HOpMe wx KoHIeHTparusi HeBeluka W cocrtaBiseT s HpOp — 108 M, miga a"HHOH-
pakana —nopsaka 10 M, a wis HO' — mensine 10 M [79]. IIpu stom, mockoisky O, HO' 1
HO, cozmepkaT Ha BHELIHEH JIIEKTPOHHOM 000JI0YKE HECIAPEHHBIH JIEKTPOH M, CIIEJOBATEIBHO,
SBIISIIOTCST  COCUHEHUSIMU ~ PaIUKAIbHOM TPHUPOJABI, OHH WMEIOT OTPaHWYEHHOE BpeMs
CYIIIECTBOBAHMSI, COCTABIIsIONIEe M0 HeKOoTOphiM oneHkam 0,01-1mkc [86]. PagukanbHas mpupoaa
ITHX COCIUHEHHWH OOYCIOBIMBAET HEBO3MOXXKHOCTh WX ITU(PQPY3UH OT MecTa OOpa3oBaHHS.
[lepexuch Bogiopoia SIBISETCS OTHOCUTEIILHO CTAaOMIBLHON MOJICKYJION (BpeMs JKU3HU OKOJIo 1 Mc),
BCJIE/ICTBHE 4Yero oOHa crocoOHa auddyHarpoBaTh OT MecTa OOpa3oBaHUS HA 3HAYUTEIHLHEIC
paccTosiHusl.

BUOJIOITMYECKOE 3HAUYEHME AKTUBHBIX ®OPM KMCJIIOPOJIA

JlnutenprHOEe BpeMsl B HAy4YHOM IUTEpaType TOCHOJCTBOBAIO MHEHHE O HETaTHBHBIX
¢ynkuusax ADK. OgHako HakoIUIEHHBIE JAaHHBIE IMO3BOJISIOT TOBOPUTH 00 MX CYLIECTBEHHOU
(U3NOTOTHYECKON POJIH B SIBIICHUSX OHTOTEHE3a.

Bo-miepBbix, n3amMeHeHus: B ”HTEHCUBHOCTH oOpa3zoBanust ADK o0ycroBIMBalOT aKTHBAIIHIO
peakimii, cBsi3aHHBIX ¢ Mopdorene3om pactenuit [87]. Tak, manpumep, Koaynaes [15] cumtaer
JIOKA3aHHOW pOJIb CYNEPOKCHUIHOTO AaHHOH-paguKaja B pPACTSHKEHUU JIHCTOBBIX IIJIACTHHOK
pacTeHuii.

Bo-Bropeix, moa koHTposieM A®K HaxXomsTcs peakIuu CBEPXUYBCTBUTEIBHOCTH U
amonro3a. B wacTHOCTH, Tpu maroreHese, Oyarojaps peakiid CBEPXUYBCTBHUTEIHLHOCTH, BOKPYT
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coenmHeHusME [22]. Kpome TOro, H3BECTHO, YTO TIOMHMO MPSIMOTO BIIMSIHUS Ha KJIETKY TOKCHYHBIX
COE/IMHEHUH, BO3MOXKHO M OIOCPEOBaHHOE MX BO3JelicTBHe Ha pacteHue. [lomararor [34], uro,
HampuMep, MeJb W IMHK YYacTBYIOT B pEryJsAlldd TPOTPAMMHUPYEMOW CMEpTH KIETOK —
($yHIIaMEHTAIBHOTO TIpoIlecca, OOCSCIICUNBAIOIIEIO CEJICKTUBHOE M YIOPSJIOUYeHHOe “yaaieHue”
KJIETOK W, T€M CaMbIM, HWTPAIOIET0 KPUTHYECKYIO pOJb B KOHTpOJIE Haa (OPMHPOBAHHUEM U
pa3BUTHEM OPTaHW3MOB.

B-tperbux, AOK u mpoayKThl OKHCIUTENHHON MOIU(UKAIIHE OHOMOJIEKY, 00pa3yromuecs
MIOJ1 UX BO3JIEMCTBHEM, MOTYT UTPaTh pPOJib BTOPHUHBIX MECCEH/KEPOB B CUTHAJILHON TPAHCIyKIIUU
B I'€HOM, B T.4. IIpH cTpecce [75, 65],4T0 MoxkeT OBITh CBI3aHO ¢ H3MEHEHHEM PEIOKC-TTOTEHIHAIa
pa3IUYHBIX CceHCOpHBIX OenkoB. A®DK crmocoOHBI OKHUCISITH PEJOKC-YYBCTBHTEIBHBIC OCIKU
HETMOCPEJICTBEHHO WJIM OIOCPEJOBAHHO YEpe3 MOJIEKYJIbI, KOHTPOJUPYIOIINE OKHCIUTEIHHO-
BOCCTAHOBHUTEIILHOE COCTOSHUE KieTKH (IJIyTaTHOH, THOpemokcwH) [42]. V3MmeHss creneHb
OKHCJICHHOCTH/BOCCTAHOBJICHHOCTH CEePhI B COCTABE THOJBHBIX IPYIIN, WM OKUCIIsIs FeSkmacrepsl,
AOK crocoOHbIl BIMIATH Ha KOH(OpMAIHMio OETKOBBIX MOJEKYJI U, CJIeJOBaTeNbHO,
(GYHKITMOHATBHYIO aKTHBHOCTb.

B HacTosimee BpeMst Majo U3BECTHO O CIICNH(PHYHON CUTHATLHOW (DYHKIIMU TOW WIIA MHOU
aKTUBHOU (opMbI Kuciopona. [Ipu 3TOM He BBI3bIBA€T COMHEHHI HEBO3MOYKHOCTH BBHITIOJTHEHUS
CUTHAIBHBIX (QYHKIUH TUAPOKCHUIBHBIM pPATUKaIoOM, YTO CBSI3aHO C YPE3BBIYANHO MAaJbIM
BpemereM ero xusun (10° ¢) u pammycom muddysuu (100 A). Amanormunsie o6crosTenseTBa
Tak)Ke CBHUJIETEIBCTBYIOT 00 OTCYTCTBUHM 3HAUUTEIHHONW POJIM CYNEPOKCHUIAHOIO aHHOH-pajiuKaia B
3TOM Tporiecce. HecMOTpst Ha IPHUCYTCTBUE JaHHOW aKTHBHOW (OPMBI KHCIOPO/Ia MPAKTHYECKH BO
BCEX KJIETOYHBIX KOMITAPTMEHTAX, a TaK)Ke Ha e€ cocoOHOCTh K MU Py3un 1Mo aHMOHHBIM KaHAJIaM
depe3 IIa3MaTHUYECKHe MeMOpaHbl, BpeMsi JKH3HH aHMOH-pajiKana coctasuser Bcero 10° ¢, a
pamuyc nuddyzun — 0,3mrm [24]. Tem He Menee, kak yrBepkaaeT Konymaes [15], He uckimoueHo,
9T0 O2” MOXKET UMETh “CBOM’ CEHCOPHBI, KOTOPHIE BHITIOJIHSIIOT PETYJIITOPHYIO POJIb.

Haubonee neranbHo m3ydeHa curHaibHas posib HyOz, 4TO 00YCIOBIEHO OTHOCHUTEIBHO
BBICOKOH cTaOuibHOCTRIO JaHHOM A®K. Tak, ycTraHOBIEHO, YTO MEPEKHCh BOJOPOJA MOKET
aKTUBUPOBATh OJHY U3 n30(opM KuHa3bl — npeactaBureiss MAPK-kackama rpynmnsr C Arabidopsis
(AtMPK1 u AtMPK2), sBIISIOIIETOCS 4acThiO YHUBEPCAIBHOTO MEXaHHM3Ma PETyJISIHH TepeIadn
curHaioB y pactenuit [31, 66]. [Ipu sTom aktuBaiuss MAP-kuHa3 OTHOBPEMEHHO COIPSDKEHA C
cuHTe30M PR-0eNKOB, BBIMOMHSIONMX 3alUTHBIE (YHKIMH TPU CTpEccax PazIuYHON MPHPOIBI
[36].

Kpome Toro, crienyer yuuThIBaTh OJKCHEPUMEHTAJIbHBbIE JaHHBIE U TEOPETHUECKUE
000CHOBaHUS TOTO, YTO MEPEKUCH BOJIOPOJIa MOXKET OKa3hIBaTh NMPSIMOE CTUMYJIMpPYIOIIee JeiicTBre

Ha pocCT paCTeHI/Iﬁ [3], a TaKXXC ABJISITHCS Ba’KHBIM (CCJII/I HC T J'IaBHBIM) HCTOYHHUKOM KHUCIIOpOIa B



XO/JIC CBETOBBIX peakiuii porocuuTesa [17].

B nayunoil nmuTepaType mmeercs MHOTO (DAaKTHUECKHX JAaHHBIX 00 YYacTHH Pa3IMuHBIX
A®K B TpaHCAYKIIMM CHUTHAJOB, NPUBOJSAIIMX K aKTUBAMA (EPMEHTOB-aHTHOKCHUIAHTOB U
skcupeccur ux reHoB [60]. CymecTByeT MNpeamoiioKeHHe O TOM, YTO TaK Has3bIBaecMas
OKHCJIMTeNIbHAs BCIbIMKa (YCUIeHHass BHe- WM BHYTpHKIeTO4Has mpoaykius ADK) B mepsbie
MUHYTBI TIOCIIE BO3JIEHCTBUS (pakTOopa — SIBISETCS HAYaIbHBIM COOBITHEM B 1€MW Tepeadn
CUTHAJIOB, KOTOPOE 3aIrycKaeT (BKIFOYaeT) paboTy Ipyrux MexaHu3MoB 3ammthl [68]. Ha nmpumepe
CYCTIIEH3MOHHOH KYJBTYpPhl KIETOK COM ObUIa TPOJAEMOHCTPHpPOBaHA BO3MOXKHOCTh HyOs-
HHTyIIMPOBAHHOM KCIIPECCUH T€HOB [IyTaTHOHIIEPOKCHIa3bl [76]; Ha mpuMepe APYTUX pacTeHUH —
ackopbOarmnepokcuiasbl [69]. JlokasaHa Takke BO3MOKHOCTh HHJTYKIIUU 3KCIIPECCUH F'C€HOB KaTaias3bl
B pactenusx Arabidopss aeiicteruem Ho,O, [15].

[ToMuMoO yka3aHHBIX BBIIIE BO3JIEHCTBUMN, OKCUTEHHUPOBAHHBIE IIPOU3BOIHBIE BBHITOJIHSIOT U
JpyTue pazHooOpasHbIe peryissTopHble QyHKIuU. Hanpumep, B Xo/e aerpaialiiy JUIAOB MOTYT
00pa3oBbIBaThCS (PUTOTOPMOHBI — KACMOHAT, METH/DKacMoHaT, abcru3oBas kucinota (ABK). Takxke
nosiBisiercst Oonpinast rpymnma Ce U Cip-coeIMHEHUN — TaK HA3bIBAEMBIX OKCHIJIMITMHOB, KOTOPBIE
BBINTOJIHSIIOT 3aIIUTHEIC, B T.4. aHTUMHKPOOHBIE, PYHKITUHN TIPU JIEHCTBUM OMOTHYECKUX CTPECCOPOB
[36, 55]. BecenoBbiMm ¢ coaBT. [5] ObLJIO BBIIBUHYTO MPEAMOIIOKEHHE O BO3MOXXHOCTH PETYIISIIAN
aktuBHOCTH H'-AT®a3pl maa3ManeMMbl ¢ HOMOMIBIO TIEPEKUCHOTO OKUCIEHHs JHIUA0B. MHOTHeE
MPOJIYKTHl OKUCIUTEIHHON AETpajaliiu JIMUAOB CIIOCOOHBI HU3MEHSITh CIEKTP CHHTE3UPYEMBIX
pacteHusMu 6enkoB [12].

Taxum 006pa3zoM, akTUBHBIE (POPMBI KHCIIOPO/Ia BHITOIHSIIOT Ps/T BAXKHBIX (PU3UOJIOTHIECKUX
¢byukmuit B kietke. llpm 3ToM wX oOpa3oBaHHe, CTENEHb OKa3bIBAEMOTO BO3ICHCTBHS Ha
(GU3HONTOrO-OMOXUMHYECKAE pPeaKIuu W HeWTpanu3anus OoOYCIOBIEHBI OMOJOTHYECKHMHU
mporieccaMi W MOTYT PETyJIupoBaThes JCWCTBUEM HEOOXOIMMBIX ISl KU3HU (DAaKTOpOB HIIH
areHToB CTPECCOBOU MPHUPOJIBI.

TTOBPEXTAIOIIEE JIEMCTBUE Y TEHEPAIISA AKTUBHBIX ®OPM KUCJIOPOJIA ITPU
CTPECCAX PA3JIMYHOI'O ITPOUCXOXIEHUA

Hapsimy ¢ BeImoNTHEHWEM HEOOXOIMMBIX CHTHAIBHBIX WM WHBIX (yHKnmid, ADK, kak
BBICOKOPEAKTHUBHBIE BEIIECTBA, CIIOCOOHBI HAHOCUTH BpeJ OMOJOTUYECKUM CTPYKTypaM KJIETKH U
(GU3H0T0r0-OMOXMMHYECKAM TIpoIleccaM, MpOTeKarommM B Heil. HerartuBuble MeHCTBUS MOTYT
OBITh MHOT000pa3HBIMU. Upe3BBIYaiiHO BBICOKAs XuMmuueckas akTUBHOCTH ADK mo3Bosser um
pearupoBarth ¢ pa3HbIMU CTPYKTYPHBIMU W ()YHKIIHOHATFHBIMH KOMIIOHEHTaMH KJIETOK, a TaKXe —
Metabomutamu [15]. OHM BBI3BIBAIOT MOBPEKICHHS OCIIKOB, UYTO MPOSBISIETCS B OKHCAeHHH —SH-
rpynn, FeSueHTpoB  ¢depMeHTOB, (¢parMeHTAllMK  MEeNTUIHBIX  Ieneil,  MOBBHIIICHUN

YyBCTBUTEIBLHOCTH OENKOB K AedcTBHIO mpoTea3 [88, 56]. PeakTuBHBIC MPOM3BOIHBIE KUCIOPOAA



CIIOCOOHBI MPSIMO B3aUMOJIEHCTBOBaTh C HYKJIEMHOBBIMH KHUCJIOTaMH, BBI3bIBAas IOBPEXKJIECHUE
A30TUCTBIX OCHOBaHUM, JE€30KCHPUOO03bI W PUOO03BI U TOSBICHHE HOBBIX KOBAICHTHBIX CBSI3eit
(ctmBoOK) [22]. Moaudukanus OCHOBaHHM CTAHOBUTCS NMPUYMHON Pa3pbhIBOB BOJOPOIHBIX CBSI3CH
Mexay nernsmu JIHK 1 moBpexaeHunss XpoMocoM.

OnHoli W3 OCHOBHBIX wMurneHed neiictBust ADK gBnsgroTcs IUIUABI — OCHOBHBIE
KOMIIOHEHTHI KJIETOYHBIX MeMOpaH. ADK crnocoOHBI WHUIMUPOBATH UX TMEPEKUCHOE OKHUCIICHUE
(TTOJI), B pe3ysibTaTe 4ero MPOMCXOMT MOBPEXKICHHE STHX CTPYKTYP, CBA3aHHOE C HapyIICHHEM
¢GyHKIUH MeMOpaHHBIX OekoB. OHO OOHApPYKUBAETCS B SBJICHUH, KOTOPOE HA3BIBAIOT “IPOTEUKOM
MeMOpaH”, MPOSIBIISIONIEICS B YBEIMUEHUN TPOHUIIAEMOCTH JIJIi HOHOB M OPraHUYEeCKUX BEIIECTB
[11]. Kpome »storo, mpoayktel [1OJI (4-ruapokcualiKeHa W, MaJIOHOBBIA JIHATIBACTHI H JIp.)
00J1aIaf0T MyTareHHOM aKTUBHOCTBIO U OJIOKHPYIOT KJIETOUHOE JiesicHue [76].

Kpome mpsimoro nmeficTBUsS Ha (PHU3HNOJIOTO-OMOXHMHUYECKHE Iporecchl B Kietke, ADK
OKa3bIBAIOT W TOBpeXkaaronre 3(pQeKTsl KOCBEHHOTO XapakTepa, MPOSBISIONIHECS B CHIKCHHUU
COJICpXKaHUS ¥ COOTHOINCHHSI OCHOBHBIX MHUTMEHTOB (poTocuHTe3a [9, 14|, HapylIeHHsIX BOJHOTO
oomena [19, 59]u mp. Bozmoxno, Takke Hempsmoe neiictBue ADK Ha HyKIEMHOBBIE KUCIIOTHI,
HampuMep, depe3 aKkTHUBALMIO HyKJea3 IOJ JeHCTBUEM KaJbIus, BBIXOJ KOTOPOTO U3 pa3HBIX
KJIETOYHBIX KOMIIAPTMEHTOB B IIUTO30Jb BbI3bIBaeTcsl HakorieHneM A®K  BcienctBue
NOBpEXIeHUS UMH MeMOpaH [15].

OobpazoBanne ADK u ero perymsmust (aktropamMu cpeibl OCYIIECTBISETCS B XOJIE BCETO
oHtorenesa. [Ipu sTom, B TonoOIHEHHE K HOPMAIIbHOM MeTab0IN4eCKOl aKTUBHOCTH, TPOU3BOJICTBO
ADK B KiIeTKe B YCIOBHAX CTPECcca MOKET CYMECTBEeHHO HHTeHCHuuIpoBathes [23]. [Togo0Hy0
pEaKIuio BBI3BIBACT JEHCTBUE CaMBIX pa3iuuHbIX (akTopoB. M30wmiTounyro reneparuio ADK,
COMPOBOXKIAIOIIYIOCS TOBPEXKICHHEM KJIETOYHOTO COJIEPKUMOTO, HA3BIBAIOT “OKHUCIUTEIbHBIM
ctpeccom”. M3ydueHuro 3Tol MpoOIeMbl TMOCBAIIEHO OOJIBINOE KOJUYECTBO HCciemoBanuii [29].
3HAUUTENNbHBIA HHTEPEC B ATOM acHeKTe IPECTaBISIIOT JaHHbBIE O TOM, YTO pa3Hble ypoBHU ADK B
KJIETKaX MOTYT BBI3BIBATH KQUEeCTBEHHO pa3iuyHbie pu3nonorundeckue 3pPpeKTsrl.

B cBeroBoii (asze (oTtocwHTE3a MpOIECChl MOTJIONICHNUS KBAHTOB COJTHEYHON >Hepruu (B
AHTEHHBIX KOMILIEKCAX XJIOPOIIacTOB) M mepeHoca snekTponoB (B DTII) Bcerma compskeHBI C
o0pa3oBaHMEM CHHIJIETHOIO KHCJIOpOJa M CYNEPOKCHIHOTO pajaukana. OCHOBHbIE HUIMEHTHI
pacTeHuid, JTOKaIN30BaHHBIE B THJIAKOMJIHBIX MeMOpaHaX XJIOPOIUIACTOB, CIIOCOOHBI A(PHEKTUBHO
yJIaBIUBaTh KBAaHTHI CBETA U MepeaBaTh UX SHEPTHUIO IPYTHM KOMIIOHEHTaM (POTOCHHTETHUECKOTO
anmapara s cuatesa AT®, HAJIOH, ¢ukcanuu CO, u 1.4. [4]. TlockoabKy ¢ ONTHMAIbHOM
CKOPOCTBHIO (POTOCHHTE3 OCYIIECTBIISIETCS. B JOBOJIGHO Y3KOM JIMaNa30He HHTEHCHBHOCTH CBETa, TO
Jla)ke TPU OTHOCUTENBHO HEBBICOKMX IMOTOKaX HE BCS CBETOBas DJHEPTHUs, MOTJOMEHHAS

(1)OTOCI/IHT6TI/ILI€CKI/IM alraparoM, MOXKET OBITH HCIIOJIF30BaHA B (1)OTOXI/IMI/I‘IGCKI/IX pCaKknugax [80]



Takum o06pa3oM, BO3HUKaeT AucOANaHC MEXy IOIJTIOIMEHUEM KBAaHTOB CBETOBOW SHEPruu M
BO3MOKHOCTBIO €€ peatu3alii B (pOTOCHHTE3e, B pesyibTate dero remeparus ‘Oz u Oy GBICTPO
HapacTaeT [35]. M3BecTHO, YTO MpPOIECCH MOTJIOMICHUS W MHIPAIlUM CBETOBOW DHEPIUU B
AQHTEHHBIX KOMILJIEKCaX cpalOaThIBaHUs PEaKIMOHHBIX LIEHTPOB UIYT C OTPOMHOH CKOpPOCTHIO, BO
MHOTO pa3 MPEeBBIIAIOIIEH U CKOPOCTH IepeHoca IEKTPOHOB B MeMOpaHe, 1 TeM 0oJiee CKOPOCTH
OMOXMMHUYECKHX peakimii B ctpome [29]. B Takoili cuTyaluu B XJIOPOIUIACTE MPOUCXOJUT
HakoruleHne HeucnoabdyeMblx HAJIOH u AT®, a OTI| HauMHaeT HCHOBITBIBATH HEJIOCTATOK
akmenTopa, T.e. HAJI®®. B cBoro ouepens, Takoe “IepeBOCCTAHOBIECHHE” IENH HPUBOIUT K
1epeBo30yKJIEHUIO aHTEHHBIX KOMIUJIEKCOB, B KOTOPBIX YCHUJIMBAETCSI 0Opa30BaHHME CHUHIJIETHOTO
KUCJIOPO/Ia U UHUIMUPYETCS BO3HUKHOBEHME IPYIMX aKTUBHBLIX (opm kucnopoga (027, HxOz u
T.1.) [87, 57, 64, 89]/lucbananc Mex 1y MOTJIONICHHOW SHEprUell CBeTa U CIIOCOOHOCTHIO pacTECHUI
K €€ YTHJIM3allud BO3HUKAET HE TOJBKO MPHU BHICOKHUX MOTOKAX COJTHEYHOW paauaiiil, HO U MpH
BO3JICUCTBUM JIPYTUX CTPECCOBBIX (PaKTOPOB.

Hapsimy ¢ u30BITOUHBIM U3TyYeHHUEM B BUAMMON YaCTH CHEKTpPA, MOBPEXKJICHUS PACTCHHIMA
MOTYT OBITh CBSI3aHBI ¢ JelicTBUeM YD, COBOKYMHAsI JI0JII KOTOPOTO B COJHEYHOM H3IYyYeHUH Ha
noBepxHoctd 3emum gocturaet 7-9% [63]. KoporkoBomHoBoe Y@ wm3nyuenune (Y®-C, miwna
BOJIHBI MeHbie 280 HM) MPaKTUYECKH MOJIHOCTHIO MOTJIONIACTCS B BEPXHUX CIOSX aTMOChepsbl.
N3nydyenue B 6ojiee JITMHHOBOJIHOBBIX oOnacTsax crekrpa, Y®-B (280-315am) u Y®-A (315-400
HM), COCTaBJIsIeT cooTBeTCTBeHHO 5% 1 90% 001meit sneprun B YO nuanaszone [49]. Keanter YO-B
OKa3bIBAIOT TMPSMOE MOBPEXIAoINee JeHCTBHE Ha KIETKHA pacTeHuil. JlecTpykTuBHBIE d((EKTHI
0osiee JUIMHHOBOJNIHOBOTO Y®-A wu3iydeHusi, kak mpaBuio, omocpemoBanbl ADK [35]. Kpome
uHAyKmun Y@ wu3nydeHweM cBepxuponaykuus A®K, HaumHaromascss B anolvlacte W,
BIIOCJICJICTBUH, OXBATHIBAIOIIAs XJIOPOIIACTHI M BCIO KJIETKY, MPOBOLUPYETCS BO3JCHCTBHEM U
npyrux Gopm paguanuu [23, 51, 70].

N3BecTHO, 4TO MOJ NEHCTBUEM HKCTpPEMaJbHBIX TEMIIepaTyp YCHJIMBaeTcs oOpa3oBaHUE
A®K B kierkax pacrenuit [13]. B cTpeccoBbIX yclOBHSIX, MPH TUIEPTEPMUH, aOCOpOMpPOBaHHAS
XJIOPOQUIIIOM DHEPrusi HE MOXKET OBITh MOJHOCTBIO UCIONIb30BaHA B (OTOCHHTETHUECKUX
peakmusx. IIporecc GoTOMHTHOMpPOBAaHUS, WUMEIOIIMH MECTO OBITH NMPH BBICOKON COJHEYHON
WHCOJISIIIUU W 3acyxe, HaumHaeTcs, Kak OblIo moka3aHo Bbime, ¢ ®C Il. Ona cunmraercs Takxke
MEPBUYHON MHUINEHBIO TEIJIOBOTO TOBpEXACHHs. PaHee OBLIO TOKa3aHO, YTO TaK e, KaK K
(OTOMHTHONPOBAHUIO, OCOOCHHO UyBCTBUTEIBHBIMH K HArpeBYy SIBIISIOTCS CHUCTEMBI BBIJCICHHUS
KHCJIOPO/Ia U TIepeHoca JIeKTPOHOB Ha JOHOPHOM 1 akienTopHoi croponax ®C Il [93]. ['eneparrust
AOK Moxer OBIThb Takke WHUIUUPOBAHA HUBKUMHU IIOJIOKUTENBHBIMU TeMIlepaTypaMu
(+4°C...+5°C) [30]. B nuTepaType UMEIOTCS TaHHBIE O TOBBIIICHUY COJICPIKAHUS CYNEPOKCUIHOTO

aHWOH-paJIiKajla B HadalbHble 1-2 4. oxyuaxzaeHus [21]. Huskme temmepaTypbl, HOMHMO



oOpa3oBaHUsl TEPEKUCH B XJOpoIUlacTax, TakkKe crmocoOcTBoBaM obOpazoBanuio H>O, B
MUTOXOHApUsX [41].

[louBeHHas 3acyxa Taxk)ke MOXKET crocoOcTBoBaTh reHepanuun A®K, ocoOeHHO, eciy OHa
COIMPOBOXKIAETCS BBICOKOM cojHeuHOW wuHcosmuedr [58]. O6paszoBanme A®DPK 0coOeHHO
MHTEHCUBHO MPOTEKaeT B XJIOpOILJacTax B pe3yjbTaTe HapylleHus OajgaHca MEXIY CKOPOCTHIO
IepeHoca HJIEKTPOHOB U CKOPOCThIO (UKCAIlMM YIJIEKUCIOro Tasza. B 3aBUCUMOCTH  OT
B0JI000ECIIEYEHHOCTH JIUCTHEB YCTHUIA 3aKPBIBAIOTCS MOJHOCTHIO WIIM YAaCTUYHO, YTOOBI M30€XKaTh
U30BITOYHOM MOTEpU BOJBI. TeM cambIM, CHUKAeTCsl BHYTPUKJIETOUHASI KOHIICHTPAIHS YTJIEKUCIIOTO
raza. [Ipu aTOoM mccinenoBanue, npoBeieHHoe HukomaeBoii ¢ coaBT. [27], moka3aiio, 4To MOYBCHHAS
3acyXa He BbI3bIBAIA  CYIIECTBEHHBIX M3MEHeHHH akTuBHOCTH  (eppenokcun-HAJID -
OKCHJIOpeyKTa3hbl, (epMenTa, cBsi3aHHOro ¢ OC | u oCyIIeCTBISIOMEro NepeHOC IEKTPOHOB OT
BoccTaHOBJICHHOTO (peppenokcruHa kK HAJ®. CooTHomMeHNE MK Ty HAKOTIJICHHEM (POTOXUMUYCCKU
HEAaKTUBHBIX peaknmuoHHBIX IMeHTpoB PC | umw OC |l mpakTudyecku HE HW3MEHSUIOCh, YTO
CBUJETENICTBYET O  CTAaOWIBHOCTH  (PYHKIIMOHUPOBAHUS  DIIEKTPOH-TPAHCIIOPTHOM TN
XJTOpOILTACTOB. JTH YCIOBHS BBI3HIBAIOT TEHEPAIHMIO CHHIIETHOro kuciaopoma (‘02) B
HEepPeBO30YKIEHHBIX AHTEHHBIX KOMIUIEKCAX W cymnepokcuanoro pamukaia (Oz ) B 3JIEKTPOH-
TPaHCIOPTHOM Ien# xyioporiactoB [43].

ConeBoii cTpecc, Kak W JApyrue abuoTudeckuwe (PakTOpbl, MPUBOJUT K MHOTOKPATHOMY
YBEJIMYEHUIO B KIETKaxX YPOBHS AaKTHBHBIX (OpPM KHCIOpoja, Takux Kak cymepokcun (O20),
nepekuch Bogopona (HO2) u ruapokcunsubii pamgukan (HOY) [28, 72, 75].91ot sddekr MoxeT
OBITh CBSI3aH HE TOJBKO C MPSIMBIM BIIMSSHAEM COJH HAa OMOXMMHYECKHE W (OTOXUMHUECKHUE
MPOIIECCh, HO M CO CHIDKEHHEM YCTBUYHON MPOBOJUMOCTH JUIs yriekucioro raza [91]. [Tomumo
akTuBanuu oOpazoBanusi A®K B XjoporuiacTaXx aHaJOTHYHBIM mporecc HaOMOMAl0T U B
IepoKcucoMax, 1 B MUTOXOHIpUSIX. B 4acTHOCTH, yBellMUeHHe reHepaliy CyIepoKCHIHOTO aHUOH-
pauKasa HabJIFOAaIl B MUTOXOHAPHUSAX U MEPOKCHCOMAX JIUCThEB XJomyaTHuka [61].

Hecmotps Ha TO, YTO UCTOYHMKOM aKTHBHBIX (POPM SIBIISIETCS MOJEKYJISPHBIA KHCIOPO, K
UX 00pa30BaHHMIO B KIIETKaX MOXKET MPUBECTH M aHOKCHUS (IIOJHOE OTCYTCTBHE KHCIIOpPOZaA), U
THITOKCHUS (HEIOCTATOK KUCIIOPO/Ia), SIBIISIONIUECS MOCIeACTBUMHI 3aToruienus [15]. B gactHocTH,
OoKa3aHo, YTO TpH 3aroruieHun pacrenuit Hordeum wulgare L. (copt Anbda) conepikanme HoO,
Bo3pactaio B JmcThsiX Ha 20%. B 3Tux ycnoBusx OBUIO OTMEUEHO TMOJABJICHUE BHIUMOTO
dboToCcHMHTE3a U TPOBOJAUMOCTH YCTHHII. MexaHu3Mm oOpazoBanuss AD®K B 3ToM ciydae Takxke
00YCJIOBJICH CHHJKEHHEM CKOPOCTH 000poTOB TIukia KaibBHHA B CBSI3HM C yMEHBIIEHUEM
konmuyectBa CO, B xmopormiactax BOmu3um PBOK, HecMoTps Ha HEM3MEHHYIO KOHIIEHTpPAITHIO
YIJIEKKCIIOTO Ta3a B MEXKKJIETHHKAX JiucTa [29].

N36piTouHOE 00pazoBaHMe aKTUBHBIX (OpM KHCIIOpoJa, HAaYMHAIOLIEecs B aroIulacTe,



MOXKET MHJIYIHPOBATHCS U PA3IMYHBIMHU Ia3000pa3HBIMH KOMIIOHEHTaMH, Hanmpumep, 030HOM Os.
[Iponukast depe3 YCThUIIA, OH pearupyer C KOMIIOHEHTaMU KJIETOYHONH CTEHKH € BOJOMH,
cozepKamieiics B MEXKJIETHUKAX, YTO NPUBOIUT K obpasosanuio Oy, HO, u HO' [29]. Takxke
mokazano [15], uto mpm geiictBuum o30HAa B amoruiacte pactenuit Arabidopsis mpowcxoauT
aktuBarusa HAJI®OH-okcuaaspl, TOKAIM30BAHHOW B IUIa3MallEMME M KaTaJUu3UPYIOIIEH pEeaKInio
(ypaBHeHwue 6):

HAJI®H + 0, =HAJI®" +H' + 05" (6)

B nocnennee Bpemsi 60JbII0€ KOJIMYECTBO UCCIIETOBAHUMN MOCBSIIEHO U3yUEHUIO BIIUSHUS
noyuttoTanToB Ha mpoayknuio ADK. Kak Opl10 moka3aHo BBIIIE, HOHBI JKelle3a (F§+, F€+) u/umu
memu (CUY) KaTanmmMsupyIoT peakiiio oGpa3oBaHms CBOGOIHBIX PAIHKAIOB B peakiusx OeHToHa 1
["aGepa-Baiica [52, 75].IloMmumo yka3aHHBIX METaJUIOB, akTHBHas reHepaius ADK Habmomaercs
Py JCHCTBUU HOHOB I[MHKA, HUKEISA, aTfOMUHUsA, Kaamus, cBunia u ap. [10, 54].ITlpu stom He
SICHO, B KaKOM M3 KOMMapTMEHTOB mpoucxoauT 3apokaeHne ADK. Ilomecckas cumrtaer, 4TO
MPUYMHAMHU OKHCIUTEIBHOTO CTpecca B 3TUX YCIOBHSIX SIBIISETCS, MO-BUANMOMY, OJTHOBPEMEHHOE
muddy3Hoe TOKCHYecKoe JIeHCTBIE HOHOB HA MHOTHE (DepMEHTHBIE CHCTEMbl 1 MEMOpPaHbI, a TAK)Ke
cHIDKeHHe () PEeKTHBHOCTH aHTHOKCHIAHTHBIX CHCTEM BCIJICJICTBHE OTBIICYCHHUST BOCCTAHOBICHHOTO
rIIyTaTHOHA HA CUHTE3 (UTOXETATHHOB, KOTOPhIe B pe3yibTaTe KOHBIOTAIIMH C TOJUTIOTAHTAMHU
JETOKCHIIUPYIOT uX [29].

[Tomumo cBeneHuit 00 WHTEHCHBHOW TeHEpallid aKTUBHBIX (OpPM KHUCIOpoJa TOJ
JielicTBHEM aOMOTHYIECKUX (paKTOPOB, HAKOTUICH OOJIBINION 00BhEM 3KCIIEPUMEHTAIBHOTO MaTepraa
mo wHAYKIuH A®K npu Owmormueckom crtpecce. Ycwienue reHepanuun ADK Be3pBaeT u
NOpaXXeHUE pacTeHnit OakTeprsiMu, rpudamu, MUKpoopranumamu [15; 22, 26, 36].

Taxkum oOpa3oM, ycuiieHHOe 00pa3oBaHHE aKTHUBHBIX (POPM KHCIIOpPOJIa SIBIISICTCS OJHOM U3
HauMeHee CIenu(pUUeCKUX peakuii pacTeHWH Ha JeWcTBHEe OMOTHYECKMX W aOMOTHUYECKUX
cTpeccopoB. B TO e Bpems pa3HbIe MO TpUpoJe HeOJIarompusiTHbIE (PakTOpbl, B TOM YHCIE
MPOTUBOMONOXKHBIE MO XapakTepy MAEWCTBUS, BBI3BIBAIOT PA3IUYHOE IO TMPOJOJDKUTEILHOCTH
yBenmueHne cojepxanus ADK Bo MHOTMX KOMIapTMEHTaX PacTUTENBHBIX KJIETOK, B pe3yJbTare
Yero MpOUCXOIUT HAPYIICHHE MHOTUX (PU3HOIOTO-OMOXHUMHAYECKHX TTPOIIECCOB.

AJTAIITUBHBIE ITPOABJIEHMA 3ALLIMTHBIX AHTUOKCUJAHTHBIX CUCTEM
PACTEHUU

Hecmotpss Ha wuMmerommuecss B JHMTepaType CBEICHUS O (U3HOJIOTHYECKOH pOJH
oOpa3zyromumxcsi B pactutenbHoi kietke ADK, cienyer moHuMaTh, 4To UX U30BITOYHAS T€HEpaIus
MOXET MPUBECTH KJIETKYy K HeMuHyeMoil rubenu. OJHAKO B HOpME 3TOr0 HE MPOUCXOJAUT, YTO
OOBSICHSIETCS HATMYMEM TMyJa OOJNBIIONW TPYMIBl SH3UMOB U HEIH3MMATUYECKUX COCIUHEHUH,

MMpOABJIAIONUX AHTHOKCHUIAHTHLIC CBOMCTBA M 0663Bpe)KI/IBaIOH_[I/IX PCAKTUBHBIC TIPOU3BOJHBIC



MOJIEKYJISIPHOTO KHCJIOpoaa 6e3 00pa3oBaHus KaKUX-JIHO0O0 APYTUX TOKCHYHBIX BEIIECTB.

B nerokcukamuun A®K mnpuHUMAOT yyacTHe  BBICOKOMOJEKYJSpHBIE  (EepPMEHTHI-
AQHTHUOKCHUIAHTHI, CPEM KOTOPHIX BAKHEUIIYIO pPOJIb MTPAIOT CYMEPOKCHIIUCMYTasa, Karajasa,
rpymmna rnepokcuaas, GepMeHThl acKkopOar-riyraTioHoBoro nukia [24, 75]. Jletokcukarus ADOK
npu y4acTuu (EpMEHTOB BO3MOXKHA, €CJIM KOHCTaHTa CKOPOCTH peakiuu cyocrtpara ¢ ADK B
(U3HONIOTHYECKUX YCIOBUSX HHU3Kas. B CB3M ¢ 3THUM 00e3BpeXMBAaHUE TaKUX PEAKTHBHBIX
MIPOU3BOJIHBIX KHUCIOPOJa, KaK CHHIJIETHBIA KUCIOPOJ, THAPOMEPEKUCHBIA pajuKai, THAPOKCUI-
pamukal W TEPOKCHHHUTPHUT, HE HAXOAUTCS TOJ (EepMEHTATUBHBIM KOHTPOJIEM, MOCKOJIBKY
KOHCTaHTBhl CKOPOCTH HMX B3aUMOJICHCTBUSI C MOTEHIHMAIHHBIMU PEAKIMOHHBIMU HapTHEpaMH B
THIIAYHOM OKpPYXeHHH oueHb BhicokH (dame k>1CP) ams depmentaruproro karammsa [15]. Taxum
o0Opa3oM, (pepMEeHTHI-aHTHOKCHIAHTHI KAaTaTU3UPYIOT MPEUMYIIIECTBEHHO PEAKIMU JIeTOKCUKAIIUU
CyIIepOKCH/Ia U TIEPEKUCH BOAOPO/Ia.

Cynepokcuooucmymasa (CO/; K@ 1.15.1.1) npucyTCTByeT B KJI€TKax PAaCTEHHU TaM, Tie
MPOUCXOJISIT OKUCIUTETHHO-BOCCTAHOBUTENBHEIE Mporiecchl. CpaBHEHNME NAaHHBIX O JIOKATH3aI[uu
pasubix ¢popm COJI moka3wiBaeT, uTo Hanbosee N300UIBLHOM B KJIeTKax pacTeHwit spusetcs CuZn-
COJI. Ona oOHapyXeHa BO BCEX BHYTPHUKJICTOYHBIX KOMIIApTMEHTaX: muro3oje [61, 62],
xjoporactax [79], muroxonapusx [67], mepokcucomax [50], a Takke B anoriacte [79]. Mn-CO/J]
MPUCYTCTBYET B MUTOXOHIpUsX [67] u nepokcucomax [82], a Fe-COJ] — B xmopomnacrax [78] u
IUTOIUIa3Me KIIYyOCHBKOB HEKOTOPBIX 0000BbIX [77]. Bee Tpu mzodopmer COJl (CuzZnCO/l, Mn-
COl u FeCOJl) depmenta oObemuHsieT oOImMas (GYHKIHS — AUCMYTAIUS CYIMEPOKCHIHBIX
panukaios (ypaBuenus 7, 8) [43]:

COIME™ + O, — CO-Me™ + O, @)

COIMe™™ +0,~ + 2H — COZI-Me™ + HO, ©®)

B pesynbprare mucMmyTanuu CynepoKCHI-paJuKalioB 1O AedcTBHEeM pa3HbIX n3opopm COJ]
MPOUCXOTUT OOpa3oBaHME IEPEeKUCH BOAOpoJa. B cB3M ¢ 3TUM HEOOXOJUMBIM 3BEHOM
AHTUOKCHUJIAHTHOW 3aIlUTHI pacTeHHH SBJsieTcs rpynmna (EepMEeHTOB, JTUKBUIUPYIOMINX MEPEKUCH
BOJIOPO/IA.

Kamanaza (K®.1.11.1.6) Bcerja NPHCYTCTBYEeT B CHCTEMax, IJI€ MPOUCXOMAT IMPOIECCHI
KJIETOYHOTO JIbIXaHUSl C y4acTHeM IIMTOXPOMOB, T.. TaM, I/Ie B pe3yJIbTaTe€ BOCCTAHOBJICHUS
KHCJIOpo/a oOpa3yercst mepeKuch Bojiopoa [46]. CymHOCTh KaTaTMTHYECKOTO JCHCTBHUS KaTajla3bl
COCTOUT B PA3JIOKEHUH TEPEeKUCH BOJAOPOJA C BBIJACICHHEM MOJIEKYJSIPHOTO KHCIOpOJia
(ypaBuenwus 9, 10):

Fe’*-karanaza + HOOH— okuciieHHas kataasa 9)

okuciIennas Katanasza + HOOH— Fe*-karanaza + H,0 + O (20)

JlaHHas peakuus MPOTEKaeT ¢ o4eHb 6oibmoil ckopoctsio (k=100). Oxma Morekyna



(depMeHTa crocoOHa BBI3BATh pacmajl 6*10° MOJIEKYJT TIEPEeKUCH BOJOpOJa B CEKyHAy. B To xe
BpeMsl KaTajla3a UMeeT HH3Koe cpojcTBO K cyoctpaty (H2O,) m HaumHaeT paboTaTh TOJBKO TPU
JIOCTATOYHO BBICOKOM cojiepkaHuu mepekucu [32]. B cBsi3u ¢ 3TuM, a Takike, OCKOJIBKY Karajasa
MPaKTUYECKH OTCYTCTBYeT B psiie KOMIIAPTMEHTOB KIIETKH, CYIIECTBYeT HEOOXOAUMOCTh
(GYHKIIMOHUPOBAHUS IPYTHX PEPMEHTOB, 3a/IICTBOBAHHBIX B JIECTOKCUKAIIMH MEPEKUCH BOJOPO/IA.

Ilepoxcudasvi KaTaTM3UPYIOT peaklMi BOCCTAHOBIICHUS MEPEKUCH BOJOPOJA MPU yUYaCTUU
pa3uuHbBIX cyOcTparoB. B HacTosiee Bpemsi B 3aBUCHMOCTH OT THIA CyOCTpaTa MEpOKCHIA3bI
JENAT Ha TpH Tpyunsl. [ easxonosas nepoxcuoaza (K@.1.11.1.7) npucyTCTBYeT B KICTOYHBIX
CTeHKaX M BaKyoJISIX, IJIe BOCCTAHABIMBAET IEPEKUCh BOAOPOJA 3a CUET OKHCICHHS (hE€HOJIBHBIX
coequHeHui. Ackopoamnepoxcuoaza (K®.1.11.1.11) — ocHOBHO#M (epMeHT, 3aJeiiCTBOBAHHBIA B
netokcukamuu HyO, B KileTke, 3a CYeT OKHCIEHUS aCKOPOWHOBOW KUCIOTHI. DepMeHT wnmeer
BBICOKOE CpPOJICTBO K cyOcTpary U CHOCOOEH HeWTpanu3oBaTh NEpeKUCh B OYEHb HU3KHUX
koHneHtpanusax [29]. Kpome Toro, B pacTHUTENbHBIX TKAHIX MPUCYTCTBYET 21YMAMUOHNEPOKCUIA3A
(K®.1.11.1.9). Dror (QepMEeHT MOTCHIHAILHO MOXET HCIOJb30BaTh  TJIYTATHOH  JUIS
BOCCTAHOBJICHHSI TIEPEKHCH BOJIOpOoJia. B Toke BpeMs B pacTUTENbHOM KJeTKe MoJ00Has peaKIus
1100 B TIPUHIIAIIE HEBO3MOXKHA, JIMOO MPOTEKAET ¢ HU3KOH APPEKTHBHOCTHIO. DepMeHT mmeeT
cimaboe cpoactBo Kk HyOp, ero GyHKIMH U KOMITapTMEHTanus u3y4eHsl mioxo. [To manaemm Eshdat,
[Ty TaTHOHTIEPOKCHIa3bI JIOKAJTM30BaHbI B IIATO30JI¢, XJIOPOILIACTaX U Mepokcucomax [53].

HakorulenHble B Hacrosimiee BpeMsl CBEJICHHS MO3BOJSIIOT yTBEp)KAATh, YTO COCTOSIHHE
(epMEHTaTUBHON aHTHOKCHJIAHTHOH CHUCTEMBI B 3HAUHMTEILHOW Mepe 3aBUCHT OT OOpa3oBaHUS H
nokammarm  ADK. V3MeHeHHMe aKTHBHOCTH (EPMEHTOB-aHTHOKCHJIAHTOB OBLTO ITOKa3aHO B
ycnoBusix 3acyxu [18], 3aconenus [37], neiictBus Boicokux [16] u Huskux [20] remnepatyp, Y®-
oOyuenus [23], 00pabOTKU MTUCUTOPAMU MHKPOOPTaHU3MOB [2] B JPYTHX CTPECCOBBIX (PaKTOPOB.
B mnocnennee necatuieTHe MOSIBUJIOCH MHOTO paboT, CBS3aHHBIX C HM3YyYEHHEM aKTHUBHOCTH
AHTHOKCHIAHTHBIX (DEPMEHTOB MPH TOKCHYECKOM BO3IECHCTBHY TSXKEIbIX MeTa/LIOB [2, 6-8, 37, 54].

Hecmotps Ha BaxkHyto posib ¢pepMeHTOB B aeTtokcukanuu ADK mpu ctpeccax paznuyHoin
STUMOJIOTUH, CTOUT IPHU3HATH, YTO SH3MMATHUYECKAas aHTUOKCHUJIAHTHAs CUCTeMa HEe 0OecleunBaeT
CTOIPOIICHTHOW 3aIUTHI KJIETKA OT THOENU. JTO CBS3aHO, MPEXJE BCEro, ¢ TeM, 4TO (epMEHTHI
PacIoJIOKeHbl B pA3IMUYHBIX TKAHEBBIX CTPYKTYpaxX M KJIETOUHBIX KOMIIAPTMEHTAX, UMEIOT Pa3HYyIO
cyOcTpaTHyIO crenuUuIHOCTh U CPOJICTBO K aKTHBHBIM (hopmam kuciopoga. Kpome Toro, mpu
JIEHCTBUU CTPECCOB HA pacTeHus HabmoaeTcsl ObIcTpash MHAKTUBAIUS KOHCTUTYTHBHOIO ITyJia
AHTHOKCUIAHTHBIX (pepMEHTOB. DTH JaHHBIE OOYCIOBWIIHM TMOSIBIICHHE TOYKH 3PEHHSI O TOM, UTO
HU3KOMOJIEKYJISIDHBIE OpraHMYeCKWe aHTUOKCUAAHTHI B psje cllydaeB CIOCOOHBI Ooliee
3¢ GEKTUBHO OCYIIECTBIATH 3auTy Metadbom3ma ot ADK [45].

B HacTosmee BpeMsl HE BBI3BIBAET COMHEHHH CIOCOOHOCTH K “TYHIEHHMIO peakiui



OJIHORJIEKTPOHHOTO BOCCTAHOBJIEHUSI KHCIOpOJa TAaKUMH COEIMHEHUSIMH, KaK acKOpOMHOBas
KHCJIOTa, TOKO(Epos, BOCCTAHOBIEHHBIH TIIyTAaTHOH, (JIABOHOUMABI, IOJMAMHUHBI, CBOOOIHbIE
AMHHOKUCJIOTHI (B YaCTHOCTH, MPOJIMH), PACTBOPUMBIC YIJIEBOJbI W HEKOTOPBIMH JIPYTHMHU.
MexaHu3M uX JCHCTBUS COCTOMT B TOM, YTO OHHM “TOJACTABISIFOT ce0s MOJ yaap’ peaKTHBHBIX
IPOM3BOHBIX KUCIOPOAa U, OKUCIISSCH, MPEPHIBAIOT OMACHYIO IS KJIETKH Ienb peaknuit [90].
AHTUOKCHIaHTHBIM MeTa0O0JIUTaM MPUHAIJICKHUT BaKHAS POJb B aJalTalldd PAacTeHUU K BOJHOMY
JneGuIuTy U coeBoMy crpeccy [26], Hu3kuM u BbicokuM Temreparypam [30], 1efiCTBHIO TSHKEIBIX
MeTaJioB [7] u apyrux $pakTopoB, IPUBOJISINUX K FeHEPAIlUH H30BITOUHOTO KomuecTBa ADK.
3AKJIIOYEHUE

B cBete oOUIENpUHSATHIX NpPEACTABICHUNH O OMOT€OXMMHUECKHX IpolieccaX HaKOIICHHE
KHCJIOpOAa B 3eMHOW aTMocdepe COMPOBOXKIAIOCH HBOJIOINHUEH OpPraHu3MOB IO  €ro
WCTIOJIH30BaHUIO JIJISl TIOBBIIMICHUS! SHEPTEeTHUYECKMX BO3MOXKHOCTEH W A(PQPEKTHBHOCTH PAOOTHI
Omonornyecknx cucreM. llpm 3TOM QoTocWHTE3 W JbIXaHHWE — JBa OCHOBOIIOJIATAIOIIUX
OMOXMMUYECKUX MEXaHM3Ma, KOTOpble 00eCleunBaIOT KHUBble 00BEKTHI SHeprueid. B mx ocHoe
JexkaT OKHCIIUTENIbHO-BOCCTAHOBUTENIbHBIE IPOIECCHl, B KOTOPBHIX KIIOUEBOE MECTO OTBEIEHO
MOJIEKYJIIPHOMY KHCIIOPOJy, W €ro HENOJHOe BOCCTAHOBICHHE B pPAa3JIMYHBIX (HU3UOJIOTO-
OMOXMMUYECKHUX PEAKITHSIX COMPSIKEHO C BOBMOXKHOCTBIO 00pa30BaHMsI aKTUBHBIX (OPM.

Hapsny ¢ BaxHOW OMOJIOTHYECKOH poOJbI0 B OOJIBIIOM YHCIE MCCIIEJOBAHUN OTMeueHa
3HaYMTeNbHAs HeratuBHas posib AOK W MHUIMHUPYEMOrOo UMH OKHCIUTEIBHOTO cTpecca. B atom
acnekte curHambHas Qyakous ADK compsbkeHa ¢ mpoOsieMoi  yCTOWYMBOCTH PacTEHUH,
0OyCIIOBIICHHON pa3IWYHBIMU MexaHu3Mamu. HakorieHHble pe3yiabTaThl HCCIIEJOBAHUM, Kak
IpaBUJIO, KacaloTCs OTHEIbHBIX MPOSBICHUH OKUCIUTEIBHOTO CTpecca U KOMIIOHEHTOB
AQHTHOKCUJAHTHON 3alUThl opranu3ma. M 70 cuX mop moyTu He ObLIO MONBITOK OO0OOIIEHHOTO
IIpeJICTaBJICHUS] UMEIOIINUXCS IaHHBIX B 3TOH 00J1aCTU CKBO3b MIPU3MY PE3UCTEHTHOCTH.

OcoOblif uHTEpeC 3/ech TPEJCTAaBIIEeT OIEHKAa HAMpPaBICHHOCTH U COPa3MEPHOCTH
U3MEHEHUH  (QU3HOJIOro-OMOXMMHMUYECKHX  IIOKazaTesied,  OTpakalolMX  IKU3HECIOCOOHOe
(YHKIIMOHATIBHOE COCTOSIHME OMOJIOTHYECKOro o0bekTa. B 3Toi cBs3M B mocnenHee BpeMms
MOSIBJISIFOTCSL pabOThI, B KOTOPBIX aBTOPBI MBITAIOTCS OJHOBPEMEHHO HCCIEIOBAaTh BO3MOKHO
0oJIpIlIce YUCIIO TTOKa3aTeliell aHTHOKCHIAHTHOM 3allluThl pacTeHUM B yCJIOBUAX cTpecca [6, 8.
[Tomo6HbBIE pabOTHI MO3BOJIST BBIIBUTH MHOTO0Opa3ue OTBETHBIX 3AIUTHBIX PEaKIuil paCTUTEITHHBIX
OpPraHu3MOB U, B TO K€ BpeMs, CO3/aloT 0a3y Ui pa3pabOTKU MojieNel, B T.4. MaTeMaTUuYeCKHX,
JUTSL OTIFICAHUS TIPOIIECCOB (PYHKITMOHUPOBAHUS )KUBOW CHCTEMBI B IIEJIOM B YCIIOBHUSX cTpecca. [Ipu
9TOM OMOXMMMYECKasi CTpaTerusi  aJanTaldd  KJIeTKM  MOXeT  ObITh  OJHOTHIIHEE U
panuMoHalbHee B CHJIY OOIIHOCTH OMOXMMHUYECKOH MPHUpOJIBI )KUBBIX 00BEKTOB. B KadecTBe

TMEPBLIX HpH6J’IH)K€HHﬁ B OTOM HAaNpaBJICHUN TIIPCIACTABIISACT HHTCPEC pacqéT KOB(I)(bI/ILII/IeHTOB



KOPPEJISIIIAM IS [Tap MoKa3aresel, MpeICTaBIeHHBIX, C OJTHOW CTOPOHBI, KOHIIEHTPAIlMEe aKTUBHOMN
dbopMBI  KHCTOpPOJa, a ¢ JpYyrod, — BeIWYMHAMH OTBETHBIX pEaKIMii KOMIIOHEHTOB
AHTUOKCHUIAHTHOM 3aIlUTHI.

B To xe Bpems yke Ha JJaHHOM JTarle pa3BUTHUSl HAMpABJICHUsI UCCIIETOBAHUM yna&rcs
HaWTH MpaKkTUYEeCKHe MPIJIOKEHUS MO BBISIBICHHIO OoJjiee YCTOWYMBBIX BHUIOB JPEBECHBIX
pacTeHui, Hatp., MyTEM KIACTEPHOTO aHaJIh3a MOJTy4YEeHHBIX pe3yapTaToB [8].

VYunteiBas QyHIaMEHTAIBHYIO pPOJIb aKTUBHBIX (OPM KHUCIOPOAA B OTBETHBIX pPEAKIIMSIX
OpraHU3MOB M pa3HOOOpa3re MEXaHW3MOB 3alIUTHBIX pPEaKIMi, B MOCIEAHHE TOJbl AKTUBHO
00CYyXJal0TCsS  BOIPOCHI BO3MOKHOTO YIIpaBJI€HHsS] YCTOMUMBOCTHIO pacteHuid. [lpum sTOM
CUMTAETCs, 4TO pa3padoTKa COOTBETCTBYIOIIUX IOAXOJO0B OyAeT cHocoOCTBOBATh, B IEPBYIO
ouepe/lb, TOBBIIICHUIO YPOBHS  HHU3KOMOJEKYJISPHBIX AHTHOKCHJIAHTOB H  aKTHBHOCTH
AHTHOKCUIAHTHBIX ()EPMEHTOB C IEJBI0 YBEITHMYEHHUS PE3UCTEHTHOCTH PACTEHHH K JEHCTBHIO
AQHTPOIIOTEHHBIX W OMOTHUYECKHX cTpeccopoB. OcoObIii MHTEpeC B ATOM acleKTe MpuoOpeTaet
OIICHKA COMPSDKEHHOCTH U HEOOXOIMMBIX COPa3MEPHBIX U3MEHEeHU! pa3HbIx KommoHeHToB AOC.

B T0 e Bpems nmns Ooiiee DIyOOKOTO TMOHUMAaHUS (PU3HOIOTO-OMOXUMHUYECKIX
MEXaHU3MOB, JIeXKallluX B OCHOBE YCTOWUMBOCTH PACTEHUU B YCIIOBHUSIX CTpecca, MPeICTaBIIsIOTCS
BaYKHBIMH, Ha HAIIl B3IJIsI, UCCIIEJIOBAHMUS, KACAIOIIIUECS CIIETYIOIUX BOIIPOCOB:

» KJIETOYHOU KOMIapTMEHTAI[MU MHHUIIHMAIIMYA OKUCIUTEIIHFHOTO CTpecca;

» BBUICHEHHS OCOOCHHOCTEH BpPEMEHHOTO U MPOCTPAHCTBEHHOTO pPACHpPOCTPaHEHUs
OKHCIUTEILHOTO “B3phIBA” B KJIETKAX pPACTCHUH W WHUIMUPOBAHHON UM peayn3aliuu
AQHTHUOKCHJIAHTHOTO MOTEHIINAIA,

» JanbHEWIIero W3y4eHUs KOMIUIEKca DJH3UMATHUECKUX W HEIH3MMATUYECKUX
koMrnoHeHTOB AOC © BBISICHEHUS UX HWHJIUBUAYaJIbHOTO BKJIaJa B OOIMIUA
AQHTHUOKCHIAHTHBIA MOTEHIINA PAaCTUTENIbHBIX OPraHU3MOB.
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