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OkcureHHbI (POTOCUHTE3 SBISIETCS ONHUM W3 OCHOBHBIX MCTOYHMKOB aKTHMBHBIX (DOPM KHCIOpOAa
(ADK). B ki1eTkax ¢ OTOCMHTE3UPYIOIINX OPTAHU3MOB MEXaHU3M MOIepKaHUsI 6ajlaHCca MEXIY OKUCITH -
TeJIbHBIMY M aHTUOKUCTUTENIbHBIMU MPOIIECCAMM BKITIOYAET KaK SH3MMaTUUEeCKUE, TaK U HEIH3UMaTUYe-
CKMe 3alllMTHbIE CUCTEMBI, CJIOXKUBIIIHECS YK€ B IPOKAPUOTUYECKMX KieTKax. [IpuBeneHbl COBpEMEHHBIS
IaHHBIe 00 OCHOBHBIX MexaHM3Max oopazoBaHust ADK B kiieTkax nraHobakTepuii u pacrenuii. [IpoBeneH
CPaBHUTEJIbHBII aHAJIU3 OCHOBHBIX IPYITI HU3KOMOJIEKYJISIPHBIX aHTUOKCUIAHTOB (aCKOPOMHOBAst KUCJIOTA,
[JIyTaTUOH, TOKO(MEPOIIbI, KAPOTUHOMIBI, aHTOLIMAHbBI, TOJIMAMUHBI U Jp.) U UX BKJIAala B N€TOKCUKAIIUIO
A®K 1 B obecrieyeHNe 3alIUTHI KJIETOK OT OKMCJIUTEIBLHOIO CTpecca.
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BBEAEHUME

l'eoxumuyeckre 1 MajeoOHTOJIOTMUYECCKUE TaHHbIE
CBUJIETEILCTBYIOT O TOM, UTO XKU3Hb Ha 3eMJIe Hauajiach
B OECKUMCJIOPOMHOM Cpelle, U TONBKO CITyCTSI MHOTHE
MWIIMOHEI JIET B aTMocdepe mosiBuiics kuciaopon. Co-
[JIACHO COBPEMEHHBIM TUIIOTE3aM PE3KOE MOBbBILIICHHE
comepxkaHusl Kucjiopoaa B arMocdepe 3emin — Bemu-
KO€ KHCIOPOITHOE COOBITHE — HAOJIONAI0Ch Ha pydexke
apxes 1 IIpoTepo30st okosio 2.4 mupx ieT Ha3an (Bekker
etal., 2004). HecMoTpsI Ha TO, 9YTO MOCJIETHUE HCCIIe-
JIOBaHMSI MOTYT OTOABUHYTH J1aTy Havyajla OKCUIeHa-
mu atMocdepsl 1o 3.2 mupa jget (Satkoski et al.,
2015), uMeHHO IIPOlIeCC OKCUTE€HHOTO (hOTOCHMHTE3a
B KJIETKaXx 1IIMaHOOAKTepuii paccCMaTpUBaeTCs Kak OC-
HOBHOM MCTOYHUMK KHUCJIOpOJa KaK B ApeBHEl aTMO-
cepe IUIAHETHI, TAK U B COBPEMEHHOI Omocdepe
(Tomitani et al., 2006). JInutenpHas1 ITapajiebHas
9BOJIIOLIMSI CUCTEM OKCUTEHHOTO (POTOCHMHTE3a U
a3pOOHOrOo IbIXaHUs Y IMaHOOaKTepUii U IMaHOOAK-
TepuaJabHas IPUPOIA IPOUCXOXICHUS XJIOPOILIa-
CTOB BOAOPOCJIE U paCTeHUiT BO MHOTOM OIpPEIe/Iu-
1 GOPMUPOBAHNE CXOIHBIX aHTUOKCUIAHTHBIX 3a-
IIMTHBIX MEXaHU3MOB B KJIETKaX BCEX OPTaHM3MOB,
CIIOCOOHBIX K OKCUTEHHOMY (DOTOCUHTE3Y.

Kucnopon cran MOIIHBIM KaTaJau3aTOpOM MeTa-
0OJIMYECKMX ITPOLIECCOB 15T X)KUBBIX OPTaHU3MOB C Of1-
HOIi CTOPOHBI, HO C APYroil CTOPOHBI MPUHEC OIlac-
HocThb B Busie ADK. K ADK oTHOCST NepOKCUIHBIN 1
TUIPOKCUJIBHBIN paJgvKalibl; CyIIepOKCUIHBIN, CHH-
IJIETHBIIA KUCJIOPOIT; MOHBI: TUAPOKCUA-, CYIIEPOKCHUI-

1N HUTPUT-; MOJIEKYJIbI BOAbI, KUCJIOPpOAa, II€poKCHUIa
BOOOpoOdAa.

B kJieTkax opraHM3MoOB, OCYIIECTBISIOIINX MPO-
1IeCC OKCUT€HHOTO (POTOCHMHTE3a, CYylleCTBEeHHas
yactb ADK obpasyercs nmpu poTOXUMHUYSCKUX TPO-
lieccax, CBSI3aHHBIX C MOIJIOILIEHWEM W mepegadyeit
SHEPruy KBAHTOB CBETa IO (POTOCUMHTETUYECKON LIeTr
repeHoca 3JIeKTPOHOB. B To ke BpeMsi 3HaUUTETbHYIO
pPOJIb MOTYT UTPaTh OKUCIUTEIbHO-BOCCTAHOBUTEb-
Hble peaklMy ¢ NEPOKCUIAMU U TUPOIIEPOKCUIAMU,
KOTOpPBIE MPOTEKAIOT C ITIOMOILBIO MIOHOB TSIXKEJIBIX ME-
TaJIJIOB B KAUECTBE KaTaJu3aTOPOB, CY>KAT UCTOYHU-
KaMu CBOOOAHBIX PAAMKAIOB U UHULIMUPYIOT LIETTHbIE
peakuuu ¢ oopaszoBanueM ADPK (puc. 1).

HeratusHBIe TTOCTIEACTBUS N30BITOYHOTO 00pa30-
BaHUs1 ADK B KjieTKaX XKMBBIX OPTaHU3MOB CBSI3bIBa-
IOT C IEPEKUCHBIM OKUCIICHUEM XUPHBIX KUCIIOT JIH-
NUA0B MeMOpaH, TTOBPEXKICHNEM CTPYKTYPhI OCJIKOB
u JHK. Kpome Toro, cuuraercsi, 4To 3TU MPOLECCHI
MOTYT IIPUBOIMUTH K 3aIlyCKy MEXaHM3Ma IIporpaM-
MHPYEMOI CMEpPTU KJIE€TKHA M, B KOHEYHOM CYETe,
Bcero opranu3mMa. HecMoTpst Ha TO, YTO TPagULIMOHHO
ADK paccMmaTpuBaloTCs, B IIEpPBYIO ouepenb, Kak pa-
IVKalbl, MOBPEXIAIONINEe KJICTOUYHBIE CTPYKTYpHI,
A®K Kak BBICOKOPEAKTUBHBLIE COCIMHEHUS MOTYT
BJIVISITh M Ha Psif KJIETOYHEIX nponeccoB. [TockoabKy
paauKaibl — 3TO aTOMBI WJIM T'PYIIITL aTOMOB, COIAEP-
JKalllyie HecItapeHHbIE 3JICKTPOHBI, OHU MOTYT y4acT-
BOBaTh B aKTUBAlIMM CUTHAJIbHBIX KACKAIOB U/WIA B
00pa30BaH1M PEaKIIMOHHO-CIOCOOHBIX COeIMHEHU I
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Puc. 1. Cxema HEKOTOPBIX ITyTeii 00pa30BaHUsI aKTUBHbBIX
¢dopm kuciopona (rmo Matysik et al., 2002, ¢ moauduka-
HusiMm). (a) — B peakLMsIX MOCIeI0BaTeIbHOrO BOCCTa-
HOBJIEHUSI MOJIEKYJIbl Kuciopona; (0) — B peakUMsix
OKUCJICHUSI MIOHOB METAJLJIOB.

u npyrux pagukanos (Foyer, Noctor, 2005; Halliwell,
2006; Jimenez-Del-Rio, Velez-Pardo, 2012). B Ha-
CTOSIIIee BpeMsI CAMTAETCSI, YTO ONpeAeIeHHBINA ypo-
BeHb ADK Heo0X0auM B HOPMaIbHBIX YCIIOBUSIX IJIST
IIPOLIECCOB JTUTHU(UKALIMM KJICTOYHBIX CTEHOK, IIe-
pelaun CTPECCOBBIX CUTHANIOB, (DOPMUPOBAHUS UM-
MYHHOTO OTBEeTa U ISl TIPOLIECCOB CTapeHUs U TIPO-
rpamMupyeMoit Tnoenn Kiretok (Gechev et al., 2006;
Cheeseman, 2007; Jimenez-Del-Rio, Velez-Pardo,
2012; Gross et al., 2013).

¥ Bcex OpraHU3MOB 3BOJIIOLIMOHHO C(OOPMUPOBA-
JIaCh pa3BeTBJICHHAS CETh aHTUOKCUAAHTHOM CUCTEMBI
3alUTHL. DTa cUCTeMa BKIIIOUAeT KaK AaHTUOKCUIAHTHBIC
¢depMeHTHI, TaK U HU3KOMOJIEKY/ISIPHbIE aHTUOKCH-
maHTel. Habop aHTMOKCHMAAHTHBIX (hepMEHTOB He TaK
BEJIUK, U X CTPYKTYpa ¥ (DYHKIIMS JOCTATOUHO KOH-
CEepBATUBHBI U CXOXHU Y OOJILIIMHCTBA OPraHM3MOB
(Blokhina at al., 2003; Latifi et al., 2009; Foyer, Noc-
tor, 2011). Hu3zkoMoneKynsipHble aHTUOKCUIAHTBI
Ype3BbIYATHO pa3HOOOPA3HBI M OTHOCSITCSI K pa3Iny-
HBIM KJIaccaM XMMMYECKUX coennHeHuit. M1 B pacre-
HUSIX, 1 B OAKTEpUsIX, B TOM YMCJIe [TUAaHOOAKTEPUSIX,
IIIPOK CIIEKTP HU3KOMOJIEKYJISIPHBIX AHTHOKCUIAHTOB.
Kpowme Toro, B HacTostIIee BpeMsl aHTUOKCUIAHTHBIE
CBOICTBa OOHApPYXEHBbI Y HEKOTOPBIX METabOJIUTOB,
paHee ¢ 3TOM TOUKM 3pEHUSI HE HMCCIIETOBAHHBIX.
B cBs13u ¢ BbIIIeCKa3aHHBIM, BO3HMKAET HEOOXOIM-
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MOCTb 00OpaTUTh 0CO00E€ BHUMAaHME Ha pa3HOOOpa3ue
HU3KOMOJIEKYJISIPHBIX aHTUOKCUIAHTOB U HA UX POJIb
B 3alllMTHOM OTBETE, BOZHMKAIOIIEM B KJIETKAaX pac-
TEHUI W IIMaHOOAKTepUI TP IEMCTBUM Pa3IMIHBIX
CTPECCOBBIX (DAKTOPOB.

MNMPUYUHDBI OBPASOBAHHA ADK
B HOPME U B CTPECCOBLIX YCIIOBUAX

HM3yuyenue npoueccoB oopazoBaHust ADK Hava-
JIock ellle B mpounioM Beke (Scandalias, 1990; Foyer
et al., 1994). He BoI3bIBaeT comHeHUs1, uto ADK 006-
pa3yloTcs B KJIIETKaX U B MPOLiecce HOPMAJIbHOM K13~
HeIesTeJIbHOCTU OpraHn3MoB. B kiieTkax mmaHo6ak-
Tepuii ¥ pacTeHUII OCHOBHBIMU McTOYHMKaMu ADK
clykaT TIpolecchl (oTocuHTe3a U (OTOABIXaHUS
(ITonecckas, 2007; Foyer, Noctor, 2005; Gross et al.,
2013). ¥ nmaHobakTepuii B Ka4eCTBE IITaBHOI'O MC-
touHuka A®K BpeIicTymaer ¢GOTOMHIMOUPOBAHUE,
CBsI3aHHOE C HapyleHueM (PYHKIIMOHUPOBaHUS (o~
TocucTeMsbl 11 B yC10BUSIX MTHTEHCUBHOI'O OCBEIIICHUST
nnu geiictus UV-B (280—320 um) paguaiuyu. beuio
IMOKAa3aHO TaKXKe, YTO B KJIETKaX UaHOOAKTEPUIA Cy-
MIEPOKCUI-PaarKall 1 IIEPOKCUI BOIOPOAA SIBJISIIOTCS
IJIJaBHBIMA WHTMOWTOpaMU TpaHCISIIUu OejikoB D1 u
D2, cBsizannbIx ¢ porocucreMoii 11 (Nishiyama, Murata,
2014). Kpome Toro, y nmanobakrepuit AMK mospe-
KIAT (UKOOMJIMCOMBI, Hapyllasi UX 1eJIOCTHOCTh
(Kirilovsky, Kerfeld, 2012). B k1eTkax pacTeHuii, Ha-
psiay ¢ mpolieccoM (DOTOMHTMOUPOBAHUS B TUJIAKOU -
JIaX XJOPOIJIaCTOB, OIIYTUMbII BKJIaa B U3MEHEHUE
OKMCJIMTEIbHO-BOCCTAHOBUTEIBHOTO OajlaHCca KJIeT-
K B HOPMAJBbHBIX YCJIOBHUSX BHOCST IIPOILECCHI
OKWCJIEHUSI HU3KOMOJEKYJISIDHBIX CyOCTpaToB B
MUTOXOHIPUSIX 1 O€JIKOB B LIMTOIIa3Me U IPYTUX OpP-
raHesurax. B kieTkax pacTeHuid CyIlIeCTBYIOT MEXaHU3-
MbI obpaszoBaHuss ADK, cBsi3aHHbIE ¢ paboTOil (bep-
MEHTOB JIMITOKCUTeHa3kl, Itepokcunasbl, HAJIMH-ok-
cumaspl, KcaHTMHOKcunasbl (Blokhina et al., 2003;
Mittova et al., 2003; Gechev et al., 2006). [deiicTBue
CTpeCcCOBBIX (PaKTOPOB PA3IMYHOM ITPUPOIEI (3acoJie-
aue, UV-B-pamuanys, TMIIOKCHUSI, HU3KIE U BHICOKHE
TeMIepaTypbl, U30BITOK TSKEIBIX METAJIJIOB) CIIYXKUT
JIETOHATOPOM pPa3BUTUSI OKUCIUTEIBHOIO CTpecca
KakK B KJIETKaX paCTeHMI, TaK U B KJIeTKax II1aHOOaK-
tepuit (He, Hader, 2002; Blokhina et al., 2003; Foyer,
Noctor, 2005; Abogadallah, 2010; Miura, Tada, 2014;
Shah et al., 2017; Fryzova et al., 2018).

HU3KOMOJEKYJIAAPHBIE
AHTUOKCHUIOAHTDbI

CTpecc-MHAYLIMPYEMBII CUHTE3 HU3KOMOJIEKY-
JIIPHBIX aHTUOKCUAAHTOB KaK OJWH M3 3alllMTHBIX
MEXaHW3MOB HAOJIONAeTCsI U B PACTEHUSIX, U B ILIU-
anoOakrepusx (ITonmecckas, 2007; Dat et al., 2000;
Alonso et al., 2001; Fu, Huang, 2001; Sheo et al.,
2004; Bartoli et al., 2006; Latifi et al., 2009; Radyuk-
ina et al., 2011). CuuTaercs, 4TO HU3KOMOJIEKYJISIP-

2019



256

HBbIE MeTa0OJINTHI — Oosee 3PPEeKTUBHBIE KOMIIO-
HEHTBHI 3alIMTHBIX CUCTEM KJIETKHU, TaK KaK B OIpeae-
JIEHHBIX CTPECCOBBIX YCJIOBHUSIX aHTUOKCUIAHTHBIC
depMeHTHBIE CUCTEMBI MOTYT UHTUOUPOBATHCS.

AckopOuHOBas Kucjora (ackop6at) (puc. 2a) —
HauboJjiee pacnpoOCTpaHEHHBIM HU3KOMOJEKYJISIP-
HbIf aHTUOKCUIAHT B paCTeHUSIX Y IMAHOOAKTEPUSIX.
B kieTkax pacteHuit ackopdaT MpUCYTCTBYET B Opra-
HeJIJIaX U aIloruiacTe, CHHTE3UPYeTCsI B MUTOXOHAPUSX
U TPaHCHOPTUPYETCS B ApPyrue KOMIIAPTMEHTHI IO
2JIEKTPOXUMUYECKOMY TPAIUEHTy WX myTem aud-
¢y3uu. Ero KoHIIEeHTpalus B paCTEHUSIX MOXET J10-
cturath 20 MM B xJIopoTjiacTax, HO U B IpyTUX KOM-
MapTMEHTAaX €ro CoAEPKaHUE MOXKET ObITh BHICOKMM.
YV nmaHob6akTepuii KOHLIEHTpaMs 3TOr0 aHTUOKCU -
JlaHTa HUXe, YeM B XJloporuiactax Bo MHoOro pa3. Of-
HaKO U B 3TUX KOHLIEHTPALIMSX OH aKTUBHO y4acCTBYET
B 3aluTe uuaHoOakTepuii ot UV-B-pamuanuu, 1s-
Xenblx MeTtautoB u repouumnoB (Tichy, Vermaas,
1999; Deniz et al., 2011; Sheeba et al., 2011). Do co-
eIUHEeHUE CIIYXXUT JOHOPOM BJIEKTPOHOB BO MHOTMX
OMOXMMMYECKUX peakusix. OmHaKo riaaBHast QyHK-
1S ackopbaTa KakK HU3KOMOJEKYJSIDHOTO aHTHU-
OKCHuJaHTa — €ro yyacThe B acKopOaT-TJIyTaTUOHO-
BoM mukie (Blokhina et al., 2003; Foyer, Noctor,
2005). B mocnenHee BpeMsi HMOJIy4YeHBI OJaHHBIE, YTO
ackopbaT obJiajjaeT ClIOCOOHOCThIO pearupoBaTh U C
TUAPOKCUII-paaKalaMy, aHUOH-paauKajiaMH, CUH-
[JIETHBIM KHUCJI0OPOIOM. ACKOpPOAT y4acTBYeT TaKXKe B
peakuusIX pereHepanum Tokodepoia 1 OKUCICHHBIX
KapoTuHOUI0B. M1 HanboJjiee aKTUBHO 3TO COEAMHE-
HYEe B mpolieccax AETOKCUKAIUW BTOPUYHBIX TPO-
JIYKTOB OKMCJIUTEIbHO-BOCCTAHOBUTEBbHBIX peak-
uuit (Foyer, Noctor, 2005).

Haubosee xopolio u3ydeHHbIM yTeM OMOCHH-
Te3a acKopOaTa SIBIsIeTCS CMHTe3 M3 L-ramakTo3sl, Ka-
TaIU3UPyEeMBbIi I'1D-L-ranakro3dochopuiazoii.
Hna T'I®-L-ranakro3docdopuiassl B HaCTOSIIIEE
BpeMs u3BecTHO nBa reHa VT'CIlu VTC2. Uccneno-
BaHUEe pacTeHuit Arabidopsis thaliana, MyTaHTHBIX
10 KaXAOMYy M3 3THX I'€HOB, I10Ka3aJI0, YTO CUHTE3
n3 L-TramakTo3sl IBJISIETCS OCHOBHBIM ITyTeM o0pa-
30BaHUs ackopbara. Ellle onuMH MyTh CUHTE3a — Ye-
pe3 Ta1akTOYpOHOBYIO KMCIOTY, L-IIII0K03y 1 MHO-
nHo3utoa (Szarka et al., 2012). DToT myTh UrpaeT
MUHOPHYIO POJIb.

I'myTaTuon — TpunenTun — Y-TiayTaMuiI-1UCTen-
HUWI-TTUIUH (puc. 20) — TakKe HPHUCYTCTBYET BO
BCEX KOMIIAPTMEHTAaX PACTUTEJbHBIX KJIETOK: IIUTO-
IiazMe, XJJopoItacTax, SHIO0MIa3MaTUYEeCKOM PEeTH-
KyJiymMe, Bakyoisix u muroxoHapusx (Foyer, Noctor,
2011). B xireTkax imaHOOAKTEpUIi IIIyTATHOH CONEPKUT-
¢ B MWUIMMOJISIPHBIX KOHLEHTpausx. [yratnon —
IJIaBHBIM MCTOYHUK THUOJIOBBIX TPYII B OOJBIIMHCTBE
KieTok. HykieoduasHble CBOICTBa, OOYCIIOBIICHHBIC
conep:KaHMeEM TUOJIOBBIX TPYMII, IeIar0T IIyTaTUOH He-
3aMEHUMbBIM YYaCTHUKOM IIUPOKOTO CIIEKTpa OUOXU-
Muueckux peakuuii. OH pearupyer ¢ MeTalaMu C
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Puc. 2. CrpoeHue ackopbara (a) ¥ IJIyTaTUOHA BOCCTa-
HOBJIEHHOTO (0).

oOpa3zoBaHMEM MEpPKaIITUIHBIX CBSI3eil, a TakXke C
BJIEKTPOMMIBHBIMU COEIMHEHUSIMI Pa3JIMIHBIX KJIac-
coB. [ JIyTaToH nNpuHUMAaET ydacTue B I€TOKCUKAIINU
H,0,, npeBpaliiasicb B OKUCIEHHbIH m1yTaTioH. M3me-
HEHME COOTHOIIEHMSI MEXIY BOCCTAaHOBJIEHHON U
OKMCJIECHHOI (DOpMOIi rIIyTaTUOHA CIIYXKUT XapaKTe-
PUCTUKON OKUCIUTEIbHO-BOCCTAHOBUTEIBHOTO CO-
crostHuS KiteTKU. [1py neiicTBUM TSDKEIbIX METAJJIOB
n UV-B-00iyyeHus1 oTMedaeTcsl U3MEHEHHE COOT-
HOIIIEHUS “IIyTaTUOH OKUCJICHHBIN/TIIyTaTUOH BOC-
CTaHOBJICHHBII” B KJIeTKaX pacTeHMW 1 IIMaHOOaKTe-
puii (Foyer, Noctor, 2011; Fahey, 2013).

Bce paccMoTpeHHBIE BBIIIE METaOOJIUTHI-AHTHU-
OKCHAAHTHBI ABJAIOTCA YydaCTHUKaMU aCKop6aT—my—
TaTUOHOBOTO 1IMKJIa, B KOTOPOM JBE MOJIEKYJIbI ac-
Kop0OaTa MCHIOJIB3YIOTCS acKopOaT-IIepOKCUIAa30M
1151 BocctaHoBieHust H,O, mo Bombl ¢ 06pa3oBaHrEM
MOHOJEruapoackopbata. DTOT LMK UTpaeT Bedy-
LIYIO POJib B eTokcukauun ADPK y pacteHuii 1 y -
aHoOakTepuii (Latifi et al., 2009; Singh et al., 2012).

®eHoJbHbIE COeMHEHNsT — OOIITMPHAsT TPYIINA Be-
ILIECTB apOMaTU4YeCKON MPUPOJbl, KOTOPbIE COJAEP-
>XKaT OMHY WJIM HECKOJIbKO THAPOKCHUJIBbHBIX TPYIIM,
CBSI3aHHBIX C aTOMaMH yIjepoja apoMaTu4ecKoro
KoJibla. s pacTUTEIbHBIX KJIETOK 1 JJ1s1 IMaHOOaK-
TepUil XapakKTEpHO BBICOKOE cojliep:KaHue (DeHOJIb-
HbIX coenuMHeHuit. CrenyeT TakKe OTMETUTb, UTO
0OJIBLIIMHCTBO BTOPUUYHBIX META0OIUTOB, K KOTOPBIM
OTHOCATCS (DEHOJIbHbIE COCNUHEHUS U AJKaJOUIbI,
SIBJISIIOTCSI OCHOBOM OMOJIOTMYECKM aKTUBHOIO NEi-
CTBUS JIeKapCTBeHHbIX pacTeHuit (Kumar et al., 2010;
Singh et al., 2012; Nakabayashi et al., 2014; Rodri-
guez-Pérez et al., 2017; Singh et al., 2017). deHOIb-
HblE COEMHEHNS — TJIOEKAINICUH U CKUTOHEMUH 00-
Hapy>XeHbl Y lIMaHOOAKTEPUil, BMECTE C 9K30I0JUCa-
ToMm 139
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XapuIOM OHHM HAXOIITCS B KarCHAEe MOPCKUX U
MIPEeCHOBOIHBIX BUAOB (Storme et al., 2015).

Bropuunbie MmeTtaboanThl — (hJIAaBOHOMIBI, aHTO-
LIMaHbI U IpYyTUe MMMTMEHThI — HaKaIlIMBalOTCs B pac-
TeHMsIX 1 InaHobakTepusix npu UV-B-o6ayyennn, ux
HaKOIIJICHUE SIBIISIETCS JIMHEWHOM (yHKIMel nim-
TEJIbHOCTY U UHTEHCUBHOCTU 00ydeHUs1 (PamtokriHa u
np., 2008; Li et al., 1993; Larcher, 2003; Storme et al.,
2015). I'naBHBIM 0Opa3oMm, B KauecTtBe UV-B-abcopoui-
PYIOIINX COSAMHEHUI BBICTYITAIOT (DEHUIITPOITAaHOM/IBI,
¢maBoHBI, (JIABOHOJIBI, 3(PUPHI AaHTOLIMAHOB U KO-
puyHoii kuciotel (Kumar, Pandey, 2013; Nakaba-
yashi et al., 2014; Xue, He, 2015). MI3BecTHBI YeThIpe
OCHOBHBIE TPYIIIBI (POTO3AIMUTHBIX (PEHOJBHBIX CO-
eIMHEHUA — MUTMEHTOB: MUKOCIIOPUHIOAOOHEIE
aMHHOKMUCJIOTHI, (PEHOJIbHBIE cCoeauHEHUS ((PEHOJIb-
HBI€ KMCJIOTHI, (pJIaBOHOMIBI, aHTOLIMAHBI), OeTatan-
HBI M 9KCTpaTUIaKOUIHbIE KapoTHHOUIbI. Hakome-
HUEe coeduWHEeHU, momiomarmiux B UV-o0iactu
CIIeKTpa, HaIlpuMep, MUKOCIIOPUHITOAOOHBIX aMU-
HOKMCJIOT y IMaHOOAaKTepuit M PEHONBHBIX COeTTHE -
HUM Y BBICIIMX PACTEHU, OTHOCUTCS K YHUBEPCAJlb-
HBbIM MeXaHu3MaM (oToaganTaluu U 3alIUTHI OT ¢ho-
TOIIOBpPEXIEHUSI, C(OPMHUPOBAHHBIM HA paHHUX
aTanax 3BOJIIOLUU (POTOABTOTPOGHBIX OPraHU3MOB
(Latifi et al., 2009). IlosyyeHHbIEe K HACTOSIIIEMY
BpPEMEHHU CBEACHMUS ITO3BOJISIOT I10J1araTh, 4To (oTo-
3alllUTHBbIE COENUHEHMSI 00J1amaloT BBICOKOU (hoTo-
cTabuinbHOCTBIO. [Tocne hopmMupoBaHus (POTO3AIITUT-
HOT'O 3KpaHa IIJIs MoIAep>KaHMsI ero (pyHKIIMOHUPOBa-
HUSI JOCTAaTOYHO MUHUMAJIBbHBIX 3aTpaT 3HEPTUU U
LEHHBIX IS KJISTKM METa0O0JIMTOB, YTOOKLI oOecIie-
YUTh IMTEIbHYIO 3alIUTy OT (hOTOIIOBPEXKICHUSI.
B 10 ke BpeMs nepBoHavYaJIbHOE HaKoIUIeHUE (pOoTO-
3alUTHBIX COCOMHEHUII TpeOyeT CyIIEeCTBEHHEIX 3a-
TPpaT SHEPIeTUYECKUX PECYPCOB, a MHIYKIIMS CUHTE3a
1 HaKOIUIEHUSI IIMTMEHTOB B KOJIMYECTBaX, J1OCTa-
TOYHBIX JJI1 BEIIIOTHEHUS (pOTO3aIIMTHOMN (PYHKIINN,
3aHMMAaeT CPaBHUTEIbHO MPOIOJLKUTEILHOE BPEeMsI.
IToaToMy momoOHBIE MEXaHU3Mbl HE BCerga okKa3bl-
BaIOTCS 1IeJIeCOO0pa3HbIMM, OHU CYIIIECTBEHHEI IIPU
3alldTe OT IMTEJIbHBIX BO3IEMCTBUII CTPECCOBBIX
($aKkTOpPOB U UTPaAIOT BaXKHYIO POJIb B JI0JITOBPEMEH-
HOM aganTalyy 3a cYeT aKTUBALUU CIIELIM(PUIECKUX
¢depmenTHBIX cucteM (CosoBueHKO, Mepansak, 2008;
Nakabayashi et al., 2014). I[Toka3aHo, HarIpuUMep, 4TO
UV ctumynupyeT cuHTe3 (PEHOJIBHBIX COCIMHECHU
IyTeM PETYJISIUM SKCIIPECCUM T€HOB, KOIUPYIOIINX
¢dhepMeHTHI X OMOCUHTE3a Y pAaCTEHUM U 1IMaHOOaK-
tepuit (Chen et al., 2013; Nakabayashi et al., 2014;
Storme et al., 2015).

KapoTuHouap! SIBJISIFOTCS BCIIOMOTraTeIbHbIMU (hO-
TOCMHTETUYECKUMH ITUTMEHTAMM, TIPUCYTCTBYIOIIIUMU
y Bcex (pOTOaBTOTPOMHBIX OPraHU3MOB U BBITIOJIHSI-
FOIIVIMU 3alIUTHYIO Y CTPYKTYPHYIO (pyHKIIMHU (puc. 3a).
Ilo cBoeil CTpyKType KapOTHMHOMIBI ITPEICTABISIOT
TepHeHOUIHbIC COEIUHEHUSI — TeTpaTepreHbl U TeT-
paTepIieHOMIBI, OOpa3yloluecs B pe3yJibTaTe KOH-
IeHCAIlMd BOCBMM M3OTIPEHOMTHBIX emmHuil. Pop-
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MaJIbHO OHU SIBJISIIOTCSI IPOAYKTaMU TUAPUPOBAHUS,
JEeTUIPUPOBAHUSI, LIUKIU3ALUU, OKUCICHUS (WU
KOMOMHAIIMU BCEX 3TUX MPOLECCOB) alUKJINIYECKOTO
npeniectBeHHMKa — Y,WkaporuHa (JIMKOIIMHA)
(Bpurrton, 1986; Kerfeld et al., 2017). ITo Hanuuuio
3aMeCTUTeJIeii MX IIoApa3ne/siioT Ha ABE TPYIHIbIL:
IIPOCTHIE YIVIEBOIOPOAHBIE COSINHEHMS — KAPOTUHBI
U UX OKHCJIEHHBbIC MPOM3BOIHbIE — KCAHTOMUILIBI,
coJiepxkallue OKCH-, SIIOKCH- U KETOrpyImnbl. Bee co-
eIMHEHWSI OKpAallleHbl B XKEJIThIA, OpPaHXEBBIM WA
KpacHbIit LiBeT. DoTo3anuTHas GyHKINS KAPOTUHO-
HWIOB 3aKJII09aeTCsI B CIIOCOOHOCTU 3THUX MOJIEKYII
3(PEKTUBHO JIOBUTH BO30OY:KIECHHBIE 3JICKTPOHBI C
MOJIEKyJ1 XJopoduiia U Kuciaopoga. B mporecce
AHTUOKCUIAHTHOM 3alllMThI YYaCTBYIOT YCTOMUMBEIC
K doTtomecTpyKuuu (popmbl KapotnHoumoB (Miret,
MunnéBosch, 2015). B kieTkax 1imaHo0akTepuii cy-
LIECTBYET He(bepMEeHTaTUBHbBINA MeXaHU3M IIOIJIOIIE-
HUSI N30BITKA BO30YXKIEHHBIX 3JIEKTPOHOB CBETOCOOM -
paroluM KomriekcoMm ¢otocucteMnl 11. KitoueByro
POJIb B 3TOM MPOLIECCE UTPAET IIPOLIECC PEeBpaIICHUS
KapOTUHOMIAa BUOJOKCAHTUHA B 3¢aKCAaHTUH, KOTO-
pbIii JTy4Ile 3aXBaThIBaeT BO30YKAECHHBIC SJIEKTPOHBI
(Kerfeld et al., 2017). [TokazaHO TakxXe, UTO T€HETU-
YyeCKM MOIu(UIIMPOBaHHBIEC IITAMMEL Synechoccocus
PCC 7962 ¢ noBbIllIeHHBIM 00pa30BaHUEM 3eaKCaH-
TuHa Oojiee yctoitumBel K UV-B-uznydeHuro 1o
cpaBHeHHMIO ¢ ucXomHbIM ITamMmmoMm (Gotz et al.,
1999). MytanTt Synechoccocus PCC 6803 ¢ mepuuurom
3eaKCaHTHHA, HA000poT, MeHee ycroitunB K UV-B-u3-
JIydeHU10. B yCIIOBUSIX MHTEHCHBHOTO OCBEIIEHUS
(CBETOBOTO CTpecca) B KJIeTKax IMaHOOaKTepUil TaK-
Ke HaOII0maeTCsl MOBLILIEHNE COIePKaHUs KapOTh-
HOMIIOB M, B MIEPBYIO ouepenb, 3eakcaHTuHa. Konu-
YeCTBO M CIIEKTP KapOTMHOUIIOB B IIUAHOOAKTEPUSIX
OYeHb IIIMPOK, OH BKJIIOYACT B CeOsI U TaKME€ YHUKAIIb-
HblE COEOVMHEHUSI KaK KapOTUHOWI-IIMKO3UILI —
MUKCOKCAaHTOMDUIUIbI. DTU HEHACBIIIEHHBIE COEI-
HeHMsI OYeHb d(P(PEKTUBHO HEUTPaTU3YIOT BO30YK-
JIEHHBIE 3JICKTPOHEI U, BEPOSTHO, SIBJISIIOTCS HanboJjee
3¢ PEeKTUBHBIMU POTOIIPOTEKTOPAMU B KJISTKAX LM -
aHobakTepwuii (Schagerl, Muller, 2006).

Tokodeposibl — METUIMPOBAHHBIE (DEHOJIBI, B CO-
BOKYITHOCTH Ha3biBaeMble BUTamMuHOM E (puc. 30).
Tokodeposnbl BCcTpeyaroTcsl Y BceX (POTOCUHTE3UPY-
IOLIMX OPraHMW3MOB, B TOM UMCJIE Y IIMaHOOAKTEePUiA.
CoenrHeHUs1 3TOU TPYINIbl OTHOCATCS K YHUKaJb-
HBbIM OMOJIOTUYECKU aKTMBHBIM MOJIEKYyJaM, MPOsIB-
JISIIOIIMM, B TOM YHUCJE, U aHTUOKCUAAHTHbIE CBOM-
ctBa. OHU WUTPaAIOT CYILIECTBEHHYIO POJib B 3allUTE
MeMOpaH OT MEPEeKMCHOIO OKUCJICHUS JUMUIAOB, TO-
CKOJIBbKY SIBJISIFOTCSI SKUPOPACTBOPUMBIMU BE1LIECTBAMMU.
MexaHU3M 3alIUTHOTO AEUCTBUS CBSI3aH C IBYMSI pe-
akuusIMuU: obpazoBaHueM 1o AeiictBuemM ADPK To-
Kodepwi-panukajia U TpeBpalleHUeM CHUHIJIETHOIO
KUCJIOpo/ia B MepoKcu. MHOTOUUCIEHHbIE TaHHbIE
CBUIETEILCTBYIOT O BBICOKOI YCTOMYMBOCTHU PaCTEHUM 1
LIMaHOOAKTEpUl K NEWCTBUIO PA3IMUYHBIX CTPECCOBBIX
¢$aKTOPOB IIPU MOBBIIIIEHHOM COIEepKaHUU TOKO(pe-
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PAOJIOKHWHA u np.

(6)

R,
:R2:R3:CH3
:R2:R3:CH3

:R2:CH3; RZZH
:RQZCH3; R2:H

y-tocopherol, R; = R,= CH3R3;=H
y-tocotrienol, R = R,= CH3R3;=H

d-tocopherol, Rj=R,=R3=H
d-tocotrienol, Ry =R,=R3=H

Puc. 3. Ctpoenune kerokapotuHouaa (a) 1 TokodepoJios (6).

pojia U (deHoNbHBIX coeguHeHuit (Miret, Munné-
Bosch, 2015; Leisso et al., 2015; Storme et al., 2015).
B T0 ke Bpems1 y TokOGepOoI-Ae(PULINTHLIX MyTAHTOB
Synechoccocus PCC 6803 He Hab6/1100a710Ch 3aMETHO-
rO0 CHIKEHUSI YCTOMUYMBOCTU K CUJBHOMY CBETYy U
UV-B-0061y4eHN10, YTO MOXKET OBITH CBSI3aHO C HE-
cnel(GUIHOCTHIO TOKO(MEPOIOB KaK aHTUOKCUIaH-
TOB y JaHHOM maHobakrepun (Maeda et al., 2005).

®aasononabl. DTM HU3KOMOJICKYJISIPHBIC COCITH-
HEHUS yJacTBYIOT B 3allIUTHOM OTBETE KJIETOK pacTe-
HUM 1 nmaHobakTepuit He ToJabKo Kak UV-abcopbu-
pyrouiue BemiectBa npu aeiicteun UV-B-usnydenus,
HO 1 KaK aHTUOKCHUIAHTHI TIpH netokcukamnu ADK
(Nakabayashi et al., 2014). ®d1aBoHOUIBI — 3TO CO-
eIUHEeHMSI, COCTOSIIIINE U3 YEeThIpeX KOHAEHCUPOBAaH-
HBIX apoMaTnieckux Kojell (A, B, C, D) u monpasnens-
JolIMecsT Ha HECKOJIBKO MOATPpyIII: (PIaBOHBI (pUC. 4a),
¢draBoHOJIBI, (IIABOHOHBI U (h1aBOHOHOIEI. [IprMme-
paMM TaKWUX COCIVUHEHWI SBISIOTCS KBEPIIUTHH
(¢pmaBoHoON) 1 moTeosmH (dbnaBoH). Bece atu coenu-
HEHUS pa3nyvaloTcsl 1o XapakTepy 3aMecTUTeNei B
KOHIEHCUPOBAHHBIX KOJIbIIAX U IO JIEKTPOohOpeTH-
YeCKOM MOABMKHOCTH Ha CITCIIUATIbHBIX HOCUTEIISIX.

YCITEXY COBPEMEHHOM BUOJIOTUH

V pactennii HakorieHue (GhJIaBOHOUIOB ITPOUCXOIUT
MPEeUMYIIECTBEHHO B BaKyOJIsIX SMUAEPMaIbHBIX KJIe-
TOK JIMCTa, YTO IPEMSATCTBYET IIPOHUKHOBEHUIO M3-
JIydyeHMs B Hipkeexainue Tkanu (Mackerness, 2000;
Mpoloka, 2008). OnuaepMuc JucTa MorjionaeT ot 95
1o 99% nanaroreit UV-B-paguamym (Stapleton, Valbot,
1994). UccnenoBaHus MyTaHTHBIX pacTeHUM, nedu-
LIMTHBIX IO CUHTE3Y (hJIABOHOWIOB UJIU C TTOBBILICH-
HbIM KOHCTUTYTUBHBIM ypoBHeM cuHTe3a UV-B-mo-
DJIOIIAIOIINX ITMITMEHTOB ((hJITaBOHOUIHI, IIPOM3BOIHBIE
CUHAIIOBOTO CITMPTa), MOATBEPAWIN BaXKHYIO POJb
3TUX COETVHEHUIA B yCTOMUYMBOCTY pacTeHuit K UV-B-006-
nmygeHnmnto (Mackerness, 2000; Bieza, Lois, 2001). 3a-
LIIMTHOE JieiicTBUe (hJITAaBOHOUIOB OCHOBAHO HA MX (-
dekTrBHOIT abcopOLMK cBeTa B AuariazoHe 220—380 HM
¥ Ha ux ¢oTocTabbHOCTH. OMHAKO BKJIAM pa3IMIHbIX
¢GEeHOJIPHBIX COCAVMHEHUI B 3alllMTy pPacTeHWIl OT
nevicteust UV-B-usznydyeHus1 ©3ydyeH HEIOCTaTOYHO.
B Hacrosimee BpeMsI IIPOBOISITCS MCCIIEIOBAHUS
pacTeHmii, MyTaHTHBIX TTO OMOCHMHTE3Y Pa3IMIHBIX (he-
HOJIBHBIX COeTMHEHUI, C LIeJIbIO OIpeneieHUsT BKIaaa
VHIVBUOYAJIbHBIX BEIIECTB B 3alIUTy OoT UV-B-u3ny-
yeHus. PacTteHus nensaT Ha 1Be OCHOBHBIE TPYIIIIBI 11O
ToMm 139
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Puc. 4. O61ue dopmysbl hJ1aBOHOB (a) U aHTOLMAHOB (0).

CITOCOOHOCTM K aKKyMYJISIUMU (hJIABOHOUIHBIX CO-
eIUHEHWI B pa3IMYHBIX TKAHSIX: IBYIOJBHBIC aKKyMY-
JIMPYIOT (hJIABOHOUIIBI B SIMAEPMICE, OMHOMOJBHEIE —
B anuaepMuce 1 B Me3oduiuie. OHM JTOKATU3YIOTCS B
BaKyoJIsSIX U CITOCOOHBI Takke HeuTpanu3oBatb ADK u
nepokcuHuTpuT (Kumar, Pandey, 2013). Kpome storo,
JIaHHbIE MeTa0OIUThI YYACTBYIOT B PETYJISILIMM POCTO-
BBIX ITPOLIECCOB Y PACTEHUIA.

YaacTtue psma Hanbojiee N3ydeHHBIX (DJIABOHOM-
JIOB B OTBETE Ha CTPECCOBBIC (haKTOPHI B KIIETKAX 1M~
aHOOaKTepUil MMPOAEMOHCTPUPOBAHO, B YaCTHOCTH,
Ha IIprMepe COJIEBOTO CTpecca, B pe3yIbTaTe KOTOPO-
ro B KJIeTKax psija IMaHOOAKTEepUid MPOUCXOAUT Cy-
IIIECTBEHHOE TOBBIIIIEHWE YPOBHS OOJBIIMHCTBA
(1aBOHOMIOB MapauIeILHO C MOBHIIIIEHUEM aKTHB-
HOCTM AHTHMOKCHUIAHTHBIX CHUCTEM, HEUTpaIU3YIO-
1IMX CBOOOAHbBIE paaukabl (Singh et al., 2014).

OCHOBHBIE TPy (DIaBOHOUIOB CUHTE3UPYIOT-
cs B KJIeTKax LIMaHOOAKTepUil U OCHOBHBIX JIMHUIA
B3YKapUOTUUYECKUX BOIOPOCIICH, YTO CBUAETEILCTBYET O
paHHEM 3BOIIOLIMOHHOM IIPOMUCXOXICHUU (hepMeH-
TaTUBHBIX KOMILIEKCOB ux ouocuHTe3a (Goiris et al.,
2014). Heo6xoauMo OTMETUTD, YTO OOIIMpHAas (a-
BOHOMOHAs TpyIlla COSOWHEHUII XapaKTepU3yeTcs
MHOTI'O(YHKIIMOHAJILHOCThIO, B YaCTHOCTH, JaHHBIC
METabOoINUThI YYACTBYIOT B PETYJISILIUU POCTOBBIX ITPO-
LEeCCOB y pacTeHUl UM UHAYLUPYIOT SKCIPECCHUIO
CUMOMOTUYECKN-aCCOLIMMPOBAHHBIX T€HOB B KJIET-
Kax 1uaHobaxkrepun Nostoc punctiforme (Cohen, Ya-
masaki, 2000).

B »BOMIOIIMOHHOM OTHOIIEHUM OOOCOOJIEHHYIO
IPYIIy aHTUOKCUIAHTOB U3 ceMelcTBa (hJlaBOHOU-
JIOB TPEICTABJISIIOT COOOIl AHTONMAHMIBI, KOTOPbBIE
CUHTE3UPYIOTCS TOJBKO B KJIETKaX BBICIIMX pacTe-
HUi1 (MXOB, IAIIOPOTHUKOB U HA36MHBIX paCTeHUIT) 1
OTBEYAIOT 3a UX OKPACKY, Hapsay ¢ XJI0po(pUILIOM U
KapotuHoumamu. OHM OpUAAIOT IUIOAAM, SITOdaM,
JIUCTBSIM U IIBETKaAM OKPAaCKy OT PO30BOM A0 YEpPHO-
¢uoneToBoil. B reHoMax 1MaHOOaKTepUil U BOIOPOC-
JIeli He ObUTM OOHApYXKEHBI TeHBI CMHTE3a OCHOBHBIX
anTouuaHuaoB (Campanella et al., 2014). AHTOLIMA-
HUIBI (AIJIMKOHBI aHTOLIMAHOB) IIPEACTABIISIIOT COOOM
NpoMu3BOAHBIE KaThuoHa (daBuius (2-heHnI0eH30-
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IMMPUJINS) U B pACTEHUSIX OHU, KaK IPaBUJIO, TIPUCYT-
CTBYIOT B BHUIE TIJIMKO3UOOB. TepMHMH aHTOLMAHBI
OXBaTHIBaeT (pIaBUJIMEBbIE arJIMKOHBI (AaHTOLMAHU-
JIIMHBI) U UX TJIMKO3UIbI. DTO OIMH 13 HauboJjee pac-
IIPOCTPaHEHHBIX 1 MHOTOYUCJIEHHBIX 10 pa3HOOOpa-
3110 KJ1acCOB (DIIABOHOMIHBIX coeauHeHuit. O01as
dopmyna 1S 1eCTU OCHOBHBIX aHTOLIMAHUINHOB —
MeJaproHuAnHA, HMaHUANHA, ICOHUANHA, AeIbpr-
HUIVHA, IETYHUINHA U MaJlbBUIMHA TIpUBelIeHa Ha
puc. 40. DT TIMTMEHTHI MOTYT YMEHBIIIATh (DOTOOKMC-
JINTEJIbHOE ITOBPEXICHNE JINCThEB KaK IyTEM 3alllUThHI
XJIOPOILIACTOB OT U30BITOYHBIX KBAHTOB BBICOKOI SHEP-
MU, TaK U 3a cueT romtoieHnst ADK. AHToLMaHbI 3a-
IIMILAIOT pacTeHus1 OT noBpexaeHuss UV-uziydeHnem,
nortonias B mmHax BoitH 280—320 aM. UV-B-abcop-
OUpYIOIIHE TTUTMEHTBI IPUCYTCTBYIOT BO BCEX TKAHSIX
JINCTHEB, HO aKKyMYJIUPYIOTCS, TJIaBHBIM 00pa3oM, B
aJakCHAJIbHBIX SOuAepMalbHBIX KieTkax (Miret,
MunnéBosch, 2015). IIpu neiictBun UV-B-o00iyue-
HUSI YBEJIMYUBACTCS COAEpKaHUE TJIMKO3UAa KBEp-
HUTMHA B OOOMX CJIOSIX BIUIEPMAIIBHBIX KIIETOK
pacteHuit (Asensi-Fabado et al., 2015).

B 6uocuHTe3e (heHOIBHBIX COeIMHEHUI UCITONb-
3yI0TCSI METa0OJIMYECKIE ITYyTH, CBSI3aHHBIE C 00pa30-
BaHUEM YIJI€BOJIOB, aMMHOKUCIIOT U TUNUAOB. [1pen-
IIECTBEHHMKOM OOJIBIIMHCTBA (D€ HOIBHBIX COeTMHEe-
HUI SIBJISIETCS IIMKMMOBAs KMCJIOTa, U3 KOTOPOIA MOTYT
CUHTE3UPOBAThCSl OKCUOEH30MHbIE KUCIOThl. OMHAKO
OCHOBHasI Macca (peHOJIbHBIX COeIMHEHUI 00pa3yeTcs
U3 OKCUKOPUYHBIX KUCJIOT, MPeaIleCTBeHHUKaM1 KO-
TOPBIX SIBISIIOTCS (peHWaTaHMH W TUpo3uH. O6e
AMUHOKWCJIOTEI CUHTE3UPYIOTCS M3 IMKIMOBOM KHC-
JIOTBI Yepe3 psifl MTPOMEXKYTOUHBIX cTanuii. KimoueBbiMu
depMeHTaMu OUOCHHTE3a (DEHOJIBHBIX COETUHEHUIA
SBIISIIOTCS  (peHWIaTaHMH-aMMMaK-JIMa3a M XaJKOH-
CUHTa3a. AHTOLIMAHbBI, (DIABOHOMIBI U KapOTHUHOWIHI
SIBJISTFOTCSI B TOM WJIM WHOI CTeNeH! MPOU3BOIHBIMU
npocthix penono (McClure, 1986).

IIpomn (MuMuHOKMUCIOTA) (pUC. 5a) — OOMH U3
IIIMPOKO PaCHpOCTpaHEHHBIX META0OJIUTOB B BBIC-
mmx pacreHusx (Kavi Kishor et al., 2005; Tanner, 2008;
Verslues, Sharma, 2010). CoaepxkaHue CBOOOIHOTIO IIpo-
JINHA MHOTOKPATHO (B JECATKU, MHOINA B COTHU pa3)
BO3pPACTaeT B YCJOBUSIX 3aCyXW, 3aCOJICHUS, OCHCTBUSI
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HUBKHX TEMIEPaTyp, TSOKEIbIX METaUIOB, MAaTOr€HOB
(Verbruggen, Hermans, 2008). IloBreIlieHre comep:Ka-
HUS IIPOJIMHA OTMEUCHO 1 Y IMAHOOAKTEPUIA B YCIIOBUSIX
COBMECTHOTO JIEMCTBUSI HU3KUX TEMIIEPATyp U SIPKOTO
cBera (Deniz et al., 2011), a Takske TIpy AEHCTBUM TSIKe-
JIbIX MeTasioB (Sheeba et al., 2011).

B HacTos111ee BpeMs He BBI3bIBA€T COMHEHMSI, YTO
MPOJIMH MPU CTPECCOBBIX BO3ACUCTBUSIX YIaCTBYET B
OCMOPETYJISILIMY, B aHTUOKCUIAHTHOM 3allluTe, pa-
6oTaeT KaK 3HEpPreTUYECKUil cybCcTpaT, peryanupyer
pH u cootHomenue HAJI/HAJIH (Matysik et al.,
2002). CBOOGOIHBI MPOJIMH U TIPOJIMH B COCTaBe OeJ-
KOBOI MOJIEKYJIbI — 00s13aTe/IbHbIe KOMIIOHEHTHI JIFO-
0011 ki1eTku. I1posIH XOpOoIIo pacCTBOPUM B BOAE, XOTSI
00J1aTacT He TOJILKO TUAPOMMIbHBIMU, HO U TUIPO-
¢obHBIMU cBolicTBaMu (Matysik et al., 2002; Ignatova,
Gierasch, 2006). IIpu usyyeHun GHUMKO-XUMUYE-
CKMX CBOICTB IIPOJIMHA OBLI CAeIaH BBIBOI, YTO B OC-
HOBE BBICOKOI paCTBOPUMOCTH 3TOM UMUHOKUCIIOTHI
JICKUT CITOCOOHOCTB €€ MOJICKYJIbI 00pa30BBIBATH ar-
peraTtel Ojaromapsi HaJaW4uio TUAPOGWIBHBIX U
rugpodobHbix rpym (Ignatova, Gierasch, 2006). O6-
pa3oBaBIIMECS TTOJIMMEPHI BEAYT ce0sl KaK TUAPODUITH-
Hble KoJtouabl. 1o 3Toii mpuYMHe IPOJIVH HE Acii-
CTBYeT Ha GeJIKU TTOJ00HO JeTepreHTaM U He BMEIII-
BaeTcsI B WHTPAMOJCKYJISIpDHBIE TUAPOPOOHBIC
B3aMMOJCUCTBHUSI, YTO MPUBEIO Obl K UX JeHaTypa-
LM, a CBSI3BIBAETCSI TOIBKO C TIOBEPXHOCTHBIMU TU]I-
podoOHBEIMM OCTaTKaMHM. XHUMHUYECKHE CBOMCTBa
OpoJiIMHA OOYCJIOBJIEHBI MPUCYTCTBUEM aMHHO- U
KapOOKCUIILHOM TpyIin. XMMHUYECKOE VI OMOXUMU-
yecKoe JIeKapOOKCWIMpPOBaHME MPOJIMHA JaeT B Ka-
YeCTBE MPOAYKTOB LIMKIMYECKUN 2-IHUPPOIUIOH
(amun), anpaerua v aMuH. KpoMe aTux peakiuii, 1js
MPOJIMHA XapaKTEPHBI peakilMu, BbI3bIBAIOIIME pa3-
MBIKaHUE TeTEpOLMKIIa — IIPUCOSANHEHUE MOJICKY-
JIBI BOOBI ¢ 0Opa3oBaHMEM Y-Tiofyanbaervuaa. [1po-
JIUH, TI0 CPaBHEHMIO C INIyTaMaTOM, SIBJISIETCS OoJiee
oOoraiieHHBIM 3JICKTPOHAMY COCIUHEHUEM, II03TO-
My T1apa IPOJIMH/TIIyTaMaT B MUTOXOHIPHUSIX 00pas3y-
€T TaK Ha3bIBaeMyl0 3JIEKTPOHHYIO ryoky (Matysik
et al., 2002). ITpoJiuH OKUCISIETCS 10 OKCUTIPOJIMHA B
pPACTUTENILHOI KJIETKE TOJIbKO B MENTHUI-CBI3aHHOM
dopMe ackopOaT3aBUCUMOIT MOHOKCUTEHA30M. In vitro
MOJIydeHIE OKCUIIPOJIMHA 13 IIPOJIMHA BO3MOXKHO IIpU
ero okucieHun mon neiictsueM H,O,. AHTHOKCH-
JaHTHBIE CBOWCTBAa MNpPOJMHA TaKKe OOYCIIOBJICHBI
CTPOCHMEM €TI0 MOJIEKYJIbI, TaK KaK coaepKallas Tui-
PUPOBAaHHOE MUPPOJILHOE TEeTePOKOJBLO MOJIEKYJIa
00J1agaeT CroCOOHOCThIO K OKUCIUTEIBHO-BOCCTAHO-
BUTEJIbHBIM peakiysiM. Kak MHorue rerepoiukinye-
CKHE COEeIUHEHUs, ComepxXKallue pa3IndHbie (PYyHK-
LUOHAJIbHbIE TPYIIIBI, HAIIPUMEP, HYKJICOTUIHBIC
OCHOBaHUSI, TIPOJIMH MOXET 00pa30BbIBATh BOIOPOI-
HBIE CBS3U MEXAY MoJIeKyJamMu, (GOpMUPYST MOIU-
MepHBbIe Lenu. [1poJInH copepXXUT TPeTUUYHBIN yriie-
poaHkblit atoM. OOpa3oBaHUE TaKOTO YCTOMYMBOIO
panuvKaa IIPUBOIUT K “TyIIeHUIO” MJIN OOPHIBY Kac-
KaJia CBOOOIHO-pagKATbHBIX pEaKIINii, 3aITyCKaeMbIX
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Puc. 5. ®opMyiibl IpoinHa (a) 1 moanaMuHoB (6).

CYMNEePOKCUI-PATVKATIOM, TEPOKCUI-PATUKAIOM WU
ruapokcuin-panukaiom (Matysik et al., 2002). Kpome
TOTO, B OTJIMYUE OT APYTUX HU3KOMOJIEKYISIPHBIX aH-
TUOKCUIAHTOB (ackopbaTa, TokodepoJia, GeHOJIOB),
MPOJIMH JIETKO TPAHCIIOPTUPYETCSI TI0 PACTEHMIO,
YTO, BEPOSITHO, JeJIaeT ero 0ojiee KOHKYPEHTOCIIO-
COOHBIM TI0 OTHOIIEHUIO K aHTUOKCUIAHTHBIM (hep-
MEHTaM, a TakKXe K IPYrMM HU3KOMOJIEKYJISIPHBIM
AHTUOKCHUTAHTAM.

BuocuHTe3 npoJjinHa 10CTaTOYHO KOHCEPBATUBEH
B KJIETKaxX pacTeHUI ¥ IMaHOOAKTepUii M OCYILIECTB-
JISIeTCSI TI0 ABYM METa0OJMYECKUM MYTSIM — TJIyTa-
MmaTHOMYy u opHuTuHOBOoMY (Fichman et al., 2015).
YV GakTepuii CylIecTBYIOT HEKOTOPbIE Baprualluu, HO
U y pacTeHUi, U y 6aKTepuii OCHOBHBIM CUMTaeTCsl
rIyTaMaTHBINA TyTh OMocuHTe3a TMpojuHa (Verslues,
Sharma, 2010). KiroueBoit ¢hepMeHT IiIyTamMaT3aBU-
cUMOro Iytu — Al-TMpposmH-5-KapOOKCUIATCUH-
tetaza (IISKC) — oGnamaer ABOMHON (QyHKIIUCH.
ChHauana npoucxoaut AT®d-3aBucumoe Gochopu-
JupoBaHue L-rimyramara (y-rilyTaMWJIKUHA3HAasl akK-
TUBHOCTB). O6pasyrowmuiics L-miyramui-y-docdar
MpeBpallaeTcs B Y-MOayalbIeT I NIyTAMUHOBOM KUC-
notel (ITAI) ¢ moMoIbio 3TOro XXe pepMeHTa, (hyHK-
uuonupymomiero kak HAJI®H-3aBucumas TAT-nme-
ruaporeHasa, ITAI' caMoIpou3BOJILHO LIMKIIM3YETCSI C
obpazoBanueM A!-mmpporH-5-kapookcwinara (IT5K).
IocnenHuii BoccTaHABIMBAECTCS IO IPOIMHA (hepMEHTOM
A'-muppomnun-5-kapookcunarpenykrasoii (ITSKP) (Ver-
slues, Sharma, 2010). B omtmume ot pacteHuit, y -
aHOOAKTEPHIT TOIBKO TPY TeHa KOIUPYIOT YeThIpe dep-
MeHTa IipojimHoBoro 6rocuHTesa (Fichman et al., 2015).

CDYHKHI/IOHI/IpOBaHI/IC OPHUTHUHOBOTIO ITYTHU OMOCUH-
TE3Aa MPOJIMHA OCYHICCTBIACTCA YEPE3 TPAHCAMMHUPO-
BaHME OPHUTHHA, KaTATM3UPyeMOTO OPHUTHUH aMITHO-
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TpaHcdepazoil, ¢ obpazoBaHueM Al-nupponauH-2-
kapookcwiara (I12K) u ¢ mocimenyronmm ero Boccra-
HoBJIeHHeM 1o TipoinHa (Verbruggen, Hermans, 2008;
Verslues, Sharma, 2010). YpoBeHb IpojiMHA B KJIETKax
OIIpeieliSieTC He TOJIBKO CKOPOCTBIO €r0 CUHTE3a, HO 1
CKOPOCTBIO €ro pacrajna.

OxucieHne MpojvHA y PacTeHUil IIPOMCXOAUT B
MUTOXOHIPUSIX U MPOTEKAET B IB€ CTAIUU, KaTaau3u-
pyeMble nipoymHaeruaporedasoit (INAIN) u Al-rmppo-
JIMH-5-KapookcunataeruaporeHasoi (ITSKAT). TTAT
acCoLIMMpOBaHAa C BHYTpEHHEHl MeMOpaHOM MMTO-
XOHIpPUI, aKTUBHBII LIEHTp ¢epMeHTa oOpallleH B
matpukc. [ISKJIT Takke okanmmsyeTcss B MaTpUKCe
muToxoHIpuit. CymrecTBytoT gaHHble, uyto I15K m3
akTuBHoro 1eHTpa ITSKII' MoxeT moctynaTh B aK-
tuBHBINA 1eHTp [TI. B aTom ciaydae I15K He BbIXO-
IUT B pacTBOp, a OCTaeTCs B aKkTUBHOM HeHTpe (Tan-
ner, 2008). Kpome Toro, ooHapyxeHo ase IT/II', kogu-
pyrolyecs pasnuHbiMy TeHamu. OngHa — PRODH1 —
okmciseT TpoimH, Bropasgs — PRODH?2 — oxkucasger
okcurnposuH (Cooper et al., 2008). O6a depmeHTa
JIOKAJIM3YIOTCSI B MUTOXOHIPUSIX pacteHuil. Hapy-
lIeHe MEMOpPaAHHOM CTPYKTYpbl MUTOXOHAPUIA MPU
JIEMCTBUM aOMOTHUUYECKUX CTPECCOBBIX (PAKTOPOB
IpexXIe BCEro OTpaxKkaeTcsi Ha aKTUBHOCTU (hepMeH-
TOB IeTpamgalliy IIPOJIMHA Y IIPUBOIUT K HAPYIISHUIO
ero kjeroyHoro romeoctasa (Sells, Koeppe, 1981;
Rayapati, Stewart, 1991).

IMomamMuubl. DTO IIMPOKO PaCIpOCTpaHEHHBIE
HU3KOMOJIEKYJISIPDHBIE TMOJMKATUOHBI B KJIEeTKax
pacteHMiI W LMaHoOakTepuit. M3ydeHue comepka-
HUSI SHIOTeHHBIX MOJUAMUHOB B KJIETKaX pacTeHUIA
MoKa3ajo, YTO KOHCTUTYTMBHBIN BBICOKUI YpPOBEHb
orpe/iesisieTcs MojMaMruHaMuy ceMecTBa IyTpeciiiHa —
nuaMuHOM TryTpecumHoM (ITyT); TpmamMuHOM criep-
munruHoM (Crin) u TeTpaaMuHOM criepMuHOM (Ciim)
(puc. 50). ¥ nmuaHoGakTepurii BCTpEYaIOTCsl TUaMUHBI,
TpUMaMUHBI, TETpaaMUHBI U Jaxe nMeHTaamMuHbl (Ha-
mana, Matsuzaki, 1992). IlpucyrcTBue Uau OTCyT-
CTBHE T€X WUJIU UHBIX IMOJIMAMUHOB Y OaKTepUii siBJISI-
€TCSl TAKCOHOMUYECKUM TIPU3HAKOM. Y IIMaHOOaKTe-
puii HanboJiee pacpoCTpaHEeHHBIMU TTOJIMAMUHAMU
SIBJISIIOTCSI TPUAMUHBI — CIIEPMUAMH U TOMOCIIEPMU-
IuH (Zhu et al., 2015). OHu MOTYT HaXOAUTHCS KaK B
CBOOOMHOM (hopme, TaK U B BUJE KOHbIOTMPOBAHHBIX
MOJIEKYJI, CBS3aHHBIX C (DEHOJbHBIMU KMCJIOTaMHU,
JIPYTUMU HU3KOMOJIEKYJISIPHBIMM BellleCTBaMH, a
TakXXe oOpa3oBbIBAaTh MaKpOMOJEKYJbl Hamompooue
0eJIKOB 1 HyKJIenHOBBIX KUcaoT (Galston et al., 1997;
Kaur-Sawhney et al., 2003). O6pa3zoBaHue KOHBIOTH -
POBaHHBIX (POPM MOJTMAMUHOB KaTAJIM3UPYETCs CIie-
LUAJIbHBIMU (EepMEeHTaMU TpPaHCTJIIOTAMUHA3aMU,
KOTOPBIC MOTYT aKTUBUPOBATHCS B CTPECCOBBIX YCIJIO-
Busix (Mapelli et al., 2008). B pacTuTeIbHBIX KJI€TKAX
OOMEH MeXIy CBOOOIHBIMU IIOIMAMHUHAMM M MX
KOHBIOTaTaMM, BEPOSITHO, OTPaHUYEH, HO MPU 3TOM
MOKa3aHO, YTO KOHbIOTaThl MOJUAMUHOB C OKCUKO-
PUYHBIMU KHMCJIOTAMU MOTYT PETYJIMPOBATH SHAOTEH-

YCIIEXU COBPEMEHHOW BUOJIOTUMU  Tom 139

Ne 3

HbII 1Y/ ITOJIMAMMHOB, CIIy>KUTh TPAHCIIOPTOM IIO-
JIMAMWHOB WM JaXe SIBISIThCS CyOCTpaTOM aMUHO-
okcuaas u repokcuaas (Slocum et al., 1984).

HakomieHo 007bI1I0€ KOJMYECTBO IaHHBIX O
CTPECC-3aBUCHUMOI aKKyMYJISLIMM TOJHMAMUHOB B
KJIETKaX pacTeHUid M LIMaHOOAKTEepUi U MX yJacTUU B
samute or ADK (Bouchereau et al., 1999; Urano et al.,
2003; Groppa, Benavides, 2008; Alcazar et al., 2010;
Zhu et al., 2015). Husa uuaHOOAKTepUil ycuJIeHUE
OMOCHHTE3a IOJIMAMMHOB, a TakKKe MX 3K30TeHHOE
BHECEHNE MOBHIIIAIOT YPOBEHb YCTOMYMBOCTH K CBE-
Ty M1 HU3KUM TeMIepaTrypaM — HauboJjee MoBpexIa-
oMM (akTopaM LIk 3TUX opraHu3MoB. IlokazaHa
TaK:Ke TTOJI0XKUTEIbHAS KOPPEJISILINS MEXKIy MHTCHCHB-
HbIM KOHCTUTYTUBHBIM CHMHTE30M NOJIMAMWHOB U pe-
3UCTEHTHOCTBIO PACTEHMIA ¥ LIMAHOOAKTEepUii K repom-
munaM (Tanou et al., 2014; Zhu et al., 2015). Y pactenuii
KOHLICHTpaIYsl MOJUaMUHOB BO3pacTacT B OTBET Ha
JICMCTBUE 3aCyX1, HU3KUX TeMIIEpaTyp, 3aCOJICHUSI, T1a-
pakBata (Pamioxuxa u np., 2008), o3zona (lori et al.,
2013), UV-B-panuanuu (Mapelli et al., 2008).

ITpoTekTopHast poib MOJUAMUHOB OCHOBaHa Ha
XMMHUYECKNX CBOMCTBAX 3TUX COEAMHEHMIT KaK opra-
Hu4eckux katuoHoB (Bouchereau et al., 1999; Kaur-
Sawhney et al., 2003). birarogapst MoJ0XUTEIbHOMY
3apsay MOJIMaMUHEBL CBOOOIHO CBSI3BIBAIOTCSI C OTPU-
HaTeJbHO 3apsLKeHHBIMU (ocaTHBLIMUA TpyITIIaMUA
HYKJIEMHOBBIX KMCJIOT U C KApOOKCUJIBHBIMU TpyTITNa-
mu 6enkoB (Minocha et al., 2014). Cs3bIBaHHE T10-
JIMaMHWHOB C O€JTKOBOM MOJIEKYJION NI HYKJIEMHOBBI-
MM KHMCJIOTaMU He TOJIbKO 3allMIIAeT UX OT pacnana,
HO U IIpraaeT UM Hanboee 3(ppeKTUBHYIO B CTPECCO-
BBIX YCJIOBHUSIX KOH(popMaluio Moaekysbl (Kuznetsov,
Shevyakova, 2011). 3aiuuTHBINA MEXaHU3M MOJIMaAMU-
HOB B YCJIOBUSIX CTpPECCa COCTOUT B MHTMOMPOBAaHUU
depmeHTOB Herpagaumu ouoronnmMmepos (JIHKas,
PHKa3, nporea3) u B mnpegoTBpalliecHUM pacraaa
xsnopodwuiia (Sobieszczuk-Nowicka, Legocka, 2014).
ITonrnaMuHBI MOTYT MHTMOMPOBATH IPOIIECC METHU-
smpoBanus JIHK, 4To mo3BosieT 3KCIpeccupoBaThes
cneunduuHbiM reHam (Kuznetsov, Shevyakova,
2011). BaxxHyto poab IoJMaMUHBI UTPAIOT B PETYIM-
pOBaHUM CTAOWIBHOCTHU Y IIPOHUIIAEMOCTH MEMOpaH
B CTPECCOBBIX YCJIOBUSIX. YBEJINUYECHHUE TTOJIOXUTEIIb-
HOTO 3apsiga MOJIEKYJ B psiay mojmamMuHoB (Ciim >
> Cnn > I1yT) KoppenaupyeT ¢ MOBBIIIIEHEM CPOACTBA
K IJIa3MaTU4YeCKOil MeMOpaHe, YTO CITIOCOOCTBYET 00-
pa30BaHUIO MHOXKECTBA TOYEK B3aMMOACUCTBUSI, I10-
BbIIIASI CTAOMIBHOCTh MeMOpaH. Y imaHobaKTepuun
Synechocystis PCC 6803 nHaKTUBaLVSI TCHOB CUHTE3a
crepMUAMHA 3HAYMTEIHBHO YMEHBIIAeT BBLKMBaeC-
MOCTh KJIeTOK Ha xojozae (5°C), mpuyeM BbIKMBae-
MOCTb MOXET OBITh BOCCTAaHOBJICHA B PE3yJIbTATE J10-
6asneHus cnepmuauHa (Zhu et al., 2015).

AHTUOKCUIIAHTHASI POJIb MOJMAMWHOB TIPOSIBIISI-
€TCsl TAKKe B UX CITOCOOHOCTH HEUTpaIu30BaTh eii-
crBue ADK (Matysik et al., 2002; Kakkar, Sawhney,
2003). Crio 1 CriM 0OBIYHO OTHOCST K HamboJiee 3¢-
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(beKTUBHBIM aHTHMOKCHUIAHTaM, KOTOpPBIE PacCMaTpH-
BaIOTCS KaK JIOBYIIIKM OKcuA-panukaioB (Matysik et al.,
2002). AHTHMOKCHUIAHTHEIE CBOICTBa MOJMAMUHOB
MOTYT OCHOBBIBaThCsI Ha 3(D(PEKTUBHOM IIPOLIECCE KHC-
JIOPOA-3aBUCUMOI0 aBTO- U (DEPMEHTATUBHOIO OKKC-
JICHUSI aMUHOTPYMII C MOMOIIbIO IMAMUHOKCHUIA3bI
(JIAO) m mommammuHokcunasel (ITAO) (Kuznetsov,
Shevyakova, 2011). ITyT MOXeT KOBaJIECHTHO CBSI3bI-
Bacs ¢ aHTMOKCUIAHTHBIM (pepmerHToM CO/l, u Ta-
Koit KomrieKc B 20 pa3 ierde mpoHUKaeT Yepe3 BHYT-
pukiierounbie MeMOpanbl (Poduslo, Curran, 1996).
brio Takke 0oOHapyXeHO, UTO CBOOOMHEBIE ITOJIH-
aMUHBI, IT0 CPAaBHEHUIO C KOHBIOTaTAMHU ITOJIMAaMHUHOB
¢ KodeitHo, KyMapoBoii U (PepyIOBOIl KUCIIOTaMMU,
MMEIOT HU3KKE KOHCTAHThI CBSI3bIBAHUSI CO BCEMU TH-
namu A®K, teM caMbIM CBOOOIHBIE ITOJMAMMUHBI
MPOSIBJISLIM MEHEee BhIpaXK€HHbIE CBOMCTBA MOJIEKYJI-
JIOBYIIIEK pPagMKaJIOB KMCJIOPOAa, YeM UX KOHBIOTH-
poBaHHbIe TpousBomHbie (Bors et al., 1989). Cneno-
BaTeJbHO, OOpa3oBaHUE KOHBIOTMPOBAHHBIX (POPM
MMOJIMAMUHOB B CTPECCOBBIX YCIIOBHUSX JOJDKHO CITO-
COOCTBOBATh ITOBBIIECHUIO 3(PPEKTUBHOCTA aHTH-
OKCHUJIQHTHBIX CUCTEM 3allUTHI.

B pacTeHusix cymiecTByeT HECKOJBKO TyTeil O1o-
cUHTe3a nyTpecurHa. OH MOXeT 00pa30BbIBATHCS U3
OPHUTUHA U LIUTPYJUIMHA B pe3yjbTaTe MpsSIMOTO Jie-
KapOOKCUJIMPOBAHUSI, KaTaJU3UPyeMOro COOTBET-
CTBEHHO OPHUTUH-AEKapOOKCUIA30i U LIUTPYJIIUH-
nexkapbookcuiasoir (Minocha et al., 2014). B uwm-
aHOOaKTepusIX MyTPeCUH o0pa3yeTcsi U3 aprMHUHA
C TIOMOIIbIO aprMHUHAEKapOOKCUIIa3bl, Yepe3 Mpo-
MEXYTOUHBIIT arMaTWH W N-KapOaMOWJIITyTpeCInH
(Zhu et al., 2015). IBa myTu OMOCHHTE3a IyTpeclMHA
B KJIETKaxX pacTEHUI MPOCTPAHCTBEHHO Pa300IleHbI,
TKaHecneun(MUUIHbI U HAXOJSTCS MO/l OHTOTEHETUYE -
ckuM KoHTposieM (Minocha et al., 2014). Hapamusa-
Hue anmudparndeckoii uenu [TyT ¢ o6pazosanuem Crin
u CM UIEeT MyTeM MOCIeA0BaTeIbHOM MoJIMMepu3a-
LIMA C TMOMOIIBIO MPUCOSIVUHEHUSI aMUHOIIPOITUIIA,
oOpasylollerocs Mpu AeKapOOKCUIUPOBAHUU S-ane-
Ho3mIMeTHOHMHA (S-AM) S-ameHO3MIMETUOHNH-IE-
Kapookcunasoii (S-AM/JIK). ITocienoBaTteabHO PO~
TeKalolye peakiuy NojiMMepr3aluy KaTaIu3upyroTcs
CIIEPMUIMH-CUHTA30if U CIIEpMUH-CUHTA30i, COOT-
BerctBeHHO (Kuznetsov, Shevyakova, 2011). S-AM
CUHTE3UpYeTCsl MpHU TocjieaoBare/ibHOl TpaHchop-
Mauuu L-MeTHMOHMHa METUOHUH-aAeHO3UITPaHC-
depaszoit 1 sgBiIsieTCs] NpeAIIeCTBEHHUKOM IS CIiep-
MUIWHA U CIIEpMUHA, a TakKXe U 3TujeHa. DepMeHT
S-AMJIK, perynupyst 1Ba OMOCMHTETUIECKUX TTYTH,
MO-BUIMMOMY, SIBJISIETCSI JTUMUTUPYIOIIUM (paKTo-
POM B CUHTE3€ TOJIMAMUHOB, €ro CofiepXKaHUue B XKU-
BBbIX OpraHM3Max OY€Hb Majlo, 1 OH UMEET KOPOTKOe
BpeMsi MoJiyku3Hu (okoso 12 4) (Minocha et al.,
2014). KaTaboim3M moauaMUHOB SIBIsIeTCI 3PdeK-
TUBHBIM CPEICTBOM pETYJSLMU WX SHAOTEHHOIO
YPOBHSI, a oOpasyloluecs Mpu 3TOM MPOAYKThI Jie-
rpajaliuii MOTYT BBITIOJIHSITh BaXKHYIO (hU3MOI0TnYe-
CKYIO POJIb B HOPMaJIbHBIX U B CTPECCOBBIX YCIOBUSX
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(Do et al., 2014; Minocha et al., 2014). Kaxk yxe y1o-
MUWHAaJIOCh, Jerpaganys IOJIMAMUHOB B PacTEHMUSX
OCYILECTBJISIETCSI ABYMSI KJjlacCaMM OKMCJIUTEIbHBIX
depmenToB: JAO u ITAO (Moschou et al., 2008; Mi-
nocha et al., 2014). Ob6a ¢pepMeHTa JIOKATU30BaHbI B
KJIETOYHBIX CTEHKaX U SIBJISIIOTCSI IOCTaBIIMKAMM I1e-
peKucu BOIOpPOIA, HEOOXOAVMOM [Jisl IPOLECCOB
cyOepUMHU3alM W JIMTHU(MUKALMKU, OTPUIAIOIINX
KECTKOCTb KJICTOUHBIM CTEHKAM.

Ocoboe MecTo cpeny MOIMaMUHOB 3aHMMAaET Kama-
BeprH (Kama) — OTHOCUTENIFHO PEIKO BCTpEUaOIIMICS
B (DOTOCUMHTE3UPYIOIIMX KJIETKAX OUAMUWH, KOTOPBIM
o0pasyeTcs M3 TN3WHA Yepe3 MpuaoKcarbdocdar-3a-
BUCUMOE AeKapOOKCUJIUPOBAHUE, KaTaIU3UPyeMoe
JusuHaekapookcunasoit (Kuznetsov, Shevyakova,
2011; Minochaet al., 2014). B cTpeccoOBBIX yCIOBUSIX
akkymyJsiiust Kan y pacteHuit, 0ueBUIHO, BHITIOJHSIET
KOMITIEHCATOPHYIO POJIb NP CHIDKCHUU COACPXKAHUS
MOJIMAMMHOB ceMelcTBa IryTpecunHa. OOpa3oBaHUE
Kan npoucxogut B ctpoMe xJioporuiactoB (Kuznetsov
et al., 2011; Minocha et al., 2014).

SAKITIOYEHHME

AHTHUOKCUJIAHTHBIC peaKIlIMM TIPEICTaBJISIIOT CO-
60If pa3BeTBIIEHHYIO CETh B KJIETKaX pacTCHHI U M-
aHOOaKTepuii, KOTOPYIO C TOJHBIM ITPaBOM MOXKHO
Ha3bIBaTh AaHTUOKCUAAHTHOM CUCTEMOIA.

HecomMHeHHO, YTO OIMCAaHHEIC BBIIIE CHUCTEMEI
KJIETOYHOM 3alIUTHhI OBIIIN C(hOPMUPOBAHBI B IIPOKA-
PUOTHUYECKHUX KJIETKAaX 1 B TOM WU MHOM CTETIEHU SIB-
JISTIOTCSI 4acThio 6a30BOro MeTaboiaM3Ma BceX IpeB-
HUX OPraHM3MOB, OOJHAKO OHM OOCTUTAIOT MaKCH-
MaJbHOTO YPOBHSI pa3BUTUSI B XOAe IIUTEIbHOI
9BOJIIOLNY [IUAHOOAKTEpHUAILHOM (DUJIBI IIPOKAPUOT
(IlectakoB, KapoOsimena, 2017). HeobxommmocTb
COBEPIICHCTBOBAaHUSI aHTUOKCUIAHTHBIX (OpM 3a-
IIUTHI IpUOOpeTacT ocoboe 3HauyeHue B xome Gop-
MHPOBaHUSI MEXaHM3Ma OKCUTEHHOIro (hOTOCHMHTE3a
B KJIETKaX NIPEeBHUX (POTOTPOMHBIX OPraHU3MOB —
MaHOOAKTEpUiA, M MO3MHEE — B KJIETKaX 3YKapuOTU-
YEeCKMX BOOOPOCJIEN U BHICILIUX PACTEHU.

OrpoMHOe pa3HOOOpa3zre HU3KOMOJIEKYISPHBIX
AHTUOKCUIAHTOB B (POTOCHMHTE3UPYIOIINX KJIETKaX
3aCTaBIISIET HAC IyMarh 00 mx Oonbireil 3PdheKTuB-
HOCTH II0 CpaBHEHUIO ¢ (hepMEHTATUBHLIMU 3aILIUT-
HBIMU CUCTEMaMM. DTO HNOATBEPKIAETCS UX YIaCTH-
€M B aJanTallMOHHBIX IIpolieccax IPpU BO3ACHCTBUU
pa3IMYHBIX CTPECCOBBIX (akTOpoB. He nckiouyeHo,
YTO CYIIECTBYET N30MPATEeIbHOCTD B AKTUBAIIMK CUH-
Te3a ONpeneJIcHHBIX METa0OJMTOB NpHU IAEUCTBUU
CTpeccoBbIX (haKTOPOB pa3anvyHOIi mpupoabl. Bce
9TO BMECTE YyOeXIaeT HAC B HEOOXOIMMOCTU KOM-
IUIEKCHBIX MCCIEOOBAaHMI MEXaHU3MOB PEryJIsaiuu
pa3IMYHBIX METAa0OJIMYECKUX MYyTeil CHUHTEe3a U UX
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Oxygenic photosynthesis is one of the main sources of reactive oxygen species (ROS). In the cells of photo-
synthetic organisms, the mechanism of maintaining a balance between oxidative and antioxidant processes
includes both enzymatic and non-enzymatic defense systems already formed in prokaryotic cells. The review
presents current data on the main mechanisms of ROS formation in cyanobacteria and plant cells, a compar-
ative analysis of the main groups of low molecular weight antioxidants (ascorbic acid, glutathione, tocopher-
ols, carotenoids, anthocyanins, polyamines, etc.) and their contribution to ROS detoxification and protec-
tion of cells from oxidative stress.
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