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PEDEPAT sKuBbie opraHn3Mbl 00JI1afal0T YAMBUTEJIbHO CIOCOOHOCTHIO 3HAYNTEIHHO PACIINPATH 0a30BYIO
nH(GOPMAIMIO 0 CTPOeHNU U (PYHKIUAX 0esIKa, 3aK0JMPOBAaHHYIO B reHome. CyljecTByeT HECKOJIBKO CIIOCOG0B
yBeJIM4eHNsA PasHoo0pa3ud M (PYHKIMOHAJIBHBIX BO3MOSKHOCTEN 0€JIKOB, INTABHBIMM M3 KOTOPBIX SABJISIOTCSI
anprepHatTnBHbI coiajicuar MPHR n nocrrpanciasunonnsie mogugukanun 6eiaxos (IITM). BoabmmacTBO
XMMWYECKNX PeaKINil, IPOTEeKAIINX B KUBBIX KJIETKAX, KOHTpoanpyercs pepmentavmn. OqHako B KieT-
KaX MOCTOSHHO MOABJAIOTCA XMMUYECKV AaKTUBHBbIE MOOOYHBIE MPOAYKTHI PeOKC-MeTabd0JM3Ma pacTeHn,
KOTOpPBIE MOTYT CIIOHTAaHHO PearnpoBaTh ¢ OMOMOJIEKYJIAaMM, B TOM 4McJie ¢ OeJKaMM, BbI3bIBAA NX Moaucu-
Kanuyn. AKTMBHBIE KapOOHIIIBI, BO3HMKAIOIINE B X0A€e OKNMCINTEJIBLHOTO MeTad0IM3Ma yIJIeBOJOB U JIVINIOB,
KapOOHMJIMPYIOT GeJIKN, IPUBOAA K MX MHAKTUBAINMN M OTJIOKEHUIO B (pOpMe KOHEYHBIX NPOAYKTOB IIIMKM-
poBaHMA U JunokcuaupoBanua. Hurposmmposanue 0eJIKOB, BRI3bIBaeMOe aKTUBHBIMU ¢hopmamMu a3oTa, —
BasKHBIN 3J1€MEeHT peajansanuy Mop(oreHeTUIECKUX IPOrpaMM M CTPECCOBBIX peakuuii pacreHmii. Pegokc-
MOAM(UKEANMY THOJBHBIX TPyNN 0€JKOB IOJ AeiiCTBMEM aKTHMBHBIX (DOPM KMCJIOPOAA KOHTPOJIMPYIOTCA
THOPEIOKCUHAMM ¥ IIYTAapedOKCHMHAMY ¥ BOBJIEUYEHBI B (POJIAVIHT OEJIKOB, PEryIsaniio aKTUBHOCTY (hepMEeHTOB,
KaJBIMEBYI0 ¥ TOPMOHAJBHYIO curHaamn3anuu. B 063ope 0606mena nagopmannsa o IITM, Bei3pIBaeMBbIX XM-
MUYeCKV aKTUBHBIMIU METAa0OJMTAMM, M O POJIM 3TUX Moau(puranuii B (GyHKIIMOHNPOBAHNY OEJIKOB PacTeHUIA.
KJIFOUYEBBIE CJIOBA nocrrpanciasuuonuasie moauduranuu deaxos (IITM); nporeocgopmbl; KapOGoHMINPOBaHNE;
HUTPO3MJINPOBaHNE; IIyTATUOHUIVNPOBaHNE; CyJIbgheHnInpoBaHue.

CMUCOK COKPALLLEHUA ADK — axTuBHBIE ¢dopmsbr kuciaopona; ABK — abcumnzoBaa kucaora; MJIA — ma-
adouoBbIl auanabnerng; IITM — mocrrpanciasanuonHbie Mmogudukanumu 6eakoB; AGE — koHeuHbIe mpo-
IYKTHI rankuposannsd; ALE — koHeuHble TpoaykThl aunokcuauposanusa; GAPDH - ramnnepasabaerup-
3-docdar-gerugporenasza; GPX — ramyrarnmonnmeporcngaza; Grx — ruyrapegorcun; GSH — rayraruosn;
GSNO - HuTposorryratnon; GSSG — rryrarnos-aucyiabpug, GSNOR — HuTposortyrarnonpeaykrasa; HNE —
4-runporcu-2-HoHeHanb; MG — metuirnokcanb; MSR — MeTnonnsacyinabgorcua-pegykrasa; PDI — nporenn-
aucyinbguanzomepasza; PRX — neporcupenokcun; SA — camummioBasd kuciaora; Trx — TmopenokcuH.

BBEJAEHME

sKuBple opraHmMsmMsbl 00JIa0AI0T YAUBUTEJIBHON CIIOCO0-
HOCTBIO 3HAUMTEJIbHO PacCIIMpATh 0a30ByI0 MHpOpMAa-
OUI0 0 IIOTEeHUMAJBbHBIX (PYHKIMAX OEJIKOB, KOTOpasd
3aKO0AVpOBaHa B reHoMe. J[Jig 5TOro CyIliecTByeT He-
CKOJIBKO CIIOCOOOB, IVIABHBIMM M3 KOTOPBIX ABJIAIOTCH
anmbTepHaTUBHLIA crtaricuar MPHEK [1-3] u moctTpaH-
caanyonHble Moaudukauyumu 6eakos (IITM) [4-7]. IITM
6esik0B — (pepMEHTaTMBHO KaTaJaM3UpyeMble MM CIIOH-
TAHHO BO3HMKAIOIIVE MOAVM(PUKAIINI X aMUHOKUCIIOT-
HBIX OCTATKOB — CIIOCOOHBI KapIMHAJIBHO M3MEHUTH
dyHKIMK Oesika uay npuBecTy K ux norepe. IITM 3Ha-
YMTEJIbHO yBEJIMYMBAIOT pasdHoobpasne, (PYyHKIMOHAIb-
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Hble BOBMOJKHOCTM OEJIKOB U CJIYKAaT OCHOBOJ MHOTMX
KJIETOYHBIX CUTHAJIBHBIX COOBITMUIAL.

B nocnennmne ronbl passmyHble Bapuanymyu MOLUU-
Kauuit 6esika, KOOUPYEMOTrO OJHUM U TE€M 3Ke T'€HOM,
yalre cTaJy Ha3blBaTh npomeogopmamu (proteoforms)
[4, 8—11]. OTOT TEpMMUH OTHOCUTCA K OEJIKOBBIM IIPO-
IYKTaM OJHOTO I'eHa, pas3jMYamIUMCA BapUaHTAMU
cnaaricurra u IITM [8, 9, 11]. IIpoTreodopmbl 0XBa-
TBIBAIOT PAa3JIMYHble MEXAaHU3MbI OMOJOTMUYECKON 13-
MEeHYMBOCTHU (Moaudmranum) 6eJIKOBOM MOJIEKYJIHI,
KOTOpBIE OIpPeneJdT ee (PYHKIMOHAJBHYIO CIIEI[N-
dmuHOCTE. XapaKkTepUCTUKM OeJika HA yPOBHE IIPO-
Teo(pOpMBI MMEIOT pellaloliee 3HAUEHMEe JJIsA [I0JTHOTO
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MIOHMMAaHUSA OMOJIOTMYECKUX IIPOI[ECCOB, KOHTPOIUPYE-
MBIX O€JIKOBBIMM MOJIeKyJsIaMy. PyHKIMM OEJIKOB MOTYT
3HAYUTEJIBHO MOAYIUPOBATHCA (POCOPUINPOBAHNEM,
N- u O-rImMKo3uIMpPOBaHMEM, METUINPOBAHMEM, AllV-
JMPOBAHMEM, S-IVIyTATUOHUIUPOBAHNEM, YOUKBUTH -
HMPOBaHMEM, CYMOMUJIVPOBAHMEM ¥ MHOTYIMM IPYTVIMM
IITM [7, 8, 11]. Kpome Toro, kaskIblii OeJIOK, KaK Ipa-
BIJIO, COAEPsKUT HecKoJybKO caniToB IITM. B pesyib-
TaTe KOJMYECTBO NPOTEO(dOPM MOIKET Ha HECKOJIBKO
MIOPSAZIKOB IIPEBBIIIATH YMCJIO TeHOB, KOAUPYIOINX ITU
oeskn [8, 12]. CaenmoBaTesibHO, Pa3JIMYHble KOMOMHA-
muy IITM ozHOro 1M TOro ke OeJsiKa SIBJISIOTCS MOIL[-
HBIM MCTOYHMKOM AuBepcudmranmumu nporeodopm [4,
8,9, 11]. CunocobHOCTb IIPOU3BOAUTL HECKOJBKO MIPO-
TeopopM M3 OJHOI IIOCJEe[0BATEJILHOCT ['€HOB IIPEJ-
cTaBJAeT co007 dPPEKTUBHBIN MHCTPYMEHT, 00ecreyn-
BaIOMINII AUBEPCUPUKAINIO OM0JIOTYeCKUX (PYHKIUII
0eJIKOB, JIesKAII[X B OCHOBE PEaKLMII PacTeHMiI Ha II0-
CTOSIHHO MEHSAIOIIMECS YCJIOBUS OKPYIKAIOIIel cpebl
[11]. ITouMMmaHMe UAEHTUYHOCTM U (PYHKIMOHAJIBHOMI
CnenM@PUYHOCTH ITUX MPOTEOPOPM TaKKe HeoOX0omu-
MO [IJIA BBISICHEHUSA IIOJIHOW KapTUHBI PEeryJsAlny MHO-
I'MX (PU3MO0JIOro-0MOXUMIMYECKMUX IIPOLIECCOB KJIETKM
Ha ypOBHe OeJIKOB.

BospmmHCTBO XMMIMYECKUX peaKInii, IPOTeKaIONX
B opraHmaMe, KOHTpoJupyercsa dpepmernTamu. OgHaAKO
MHOTMEe MeTaboJUTHI MOTYT CIIOHTAHHO PearmpoBaThb
IPYT C APYroM U ¢ 6MOMOJIEKYJIaMl, OT KOTOPBIX 3aBU-
cut romeoctas. Ocoboe 3HAUEHNE MMEIT METa0OJUTHI,
KOTOpPBIE ITPOABJAIOT BBICOKYIO XVMMUYECKYIO aKTUB-
HOCTb, BBI3BIBasA OBICTPBIE M 3aYaCTYIO0 HEOOpaTUMbIE
MIOBPEXKAEHNA HyKJIENHOBBIX KIUCJIOT, JIMIIU/OB, YIJIEBO-
IoB 1 6eskoB. HanboJsbliient cJI0KHOCTBIO 1 pasdHooOpa-
3MeM OTJIMYaeTcs uX nerictBue Ha Oesiku [13]. Joaroe
BpeMs CYMUTAJIOCh, YTO CIIOHTAHHbBIE PeaKINy — IIoMeXa
IJIA CTPOTO OTpPeryanpoBaHHOTO MeTabosmama. Cerrgac
OYeBMJIHO, YTO OHY IIPOYHO BILJIETEHBI B CUCTEMBI pe-
IYJIANUY TOMEOCTa3a B MEHAIOIINXCA YCJIOBUAX CPeJbl.
fApruit mpuMep B3aMMOCBA3M CIIOHTAHHBIX U (DepMeH-
TATUBHBIX IIPOIIECCOB IIPEJCTABJIAIOT MHOTOYMCIIEHHbIE
IITM [13, 14]. AkTuBHBIe (POPMBI KMCJIOPOJZA, a30Ta,
Cephl, BEI[eCTBa C aKTUBHBIMY KapOOHMJIbHBIMMU I'PYII-
aMy IPOSABJIAIOT cebsl KaK CUJIbHbIE OKMCJIMTENIN, OT-
HMMas 3JEKTPOHBI OT aTOMOB yIJIepOZa, Cepbl U a30-
Ta, UM KaK CUJIbHBIE BJIEKTPO(UIBI, IIPUCOeINHAACH
K HYKJeo(uIbHBIM rpynnam 6eskoB [15]. IIpuuem
OIVH ¥ TOT K€ aKTMUBHBIN areHT, HAIIPUMep, IUIPOK-
CUJI-pafMKaJ, MOYKET BBICTYIATb M KaK OKMCJMTEJD,
U KaK BIIEKTPOPIIL

Jannasa obsacTh 3HaHMA OYEHb OBICTPO Pa3BMBAETCA
U HYKIAeTcs B peryiaapHoM obodiienuu. MHuorue saBie-
HJMSA OCTAIOTCA MaJIo M3YUEeHHBbIMM U UX MHTePIpeTaImn
HOCAT CIEKYJATUBHBIN XapakTep. B ganHoMm o630pe
MBI IIOIIBITAJINCEH BBIAEJUTH M3 Macchl (PaKTOB Te, KO-

TOpbIe XapaKTePU3YIOT COBPEMEHHbIE IIPeCTaBIEHNA
0 npoTeoopMax, MOPOKIAEMbIX XMMUIECKM aKTUB-
HBIMM ITODOYHBIMM IPOAYKTaMM peloKc-MeTabosmn3ma
pacTeHuii.

AKTMBHbIE KAPBOHMIIbHbIE COEAMHEHUA
KapbounnbHbIMM Ha3bIBAIOTCA OpPraHMYECKNE COeMHe-
HJA, MIMEIOIIVE B CBOEM COCTaBe KapOOHMIIBHYIO TPYII-
1ty (okcorpymmny) C=0. OObIYHO K HMM OTHOCAT TOJIBKO
aJbIeTUAbl ¥ KEeTOHBI, OOHAKO KapOOHMIbHAA TPYyIIIa
COLEPsKUTCA TaKIKe B MOJIEKYJIAX CJIOMKHBIX D(PUPOB,
aMIJIOB U APYTUX ITPOU3BONHBIX KAapPOOHOBBIX KICJIIOT.
IIpesxne Bcero 3To MHTEpPMEAMATHI IVIMKOJN3A, IIEHTO-
3odpocaTtHoro myTH, nukiaa Kanesuna [16, 17]. B BeICO-
KMX KOHILIEHTPALMAX OHY MOTYT BbI3bIBATH CIIOHTAHHOE
IVIMKMPOBAHME U IIOBpesKIeHue OeJsKoB, KaK 9TO IIPO-
JMCXOAUT y 4deJsioBeKa npu nuadere [17]. BmecTe ¢ Tem
B KJIETKAaX €CTb KapOOHMJIBHBIE COeNUHEHMU, KOTOPbIE
IIPOABJIAIOT TAKYIO aKTMBHOCTb JA’Ke B MUKPOMOJIAP-
HBIX KOHIIEHTPAIMAX.

Y pacTeHum m3BecTHO OK0J0 20 aKTUBHBIX Kap-
OoHMAbHBIX coenuuenuii. Cpenu HuUX Hambojiee pac-
IIPOCTPAHEHBI AMAJbAETUIBL TIIMOKCATIb, METUIIJINOK-
canb (MGQG), masionoBblt auaabnerun (MIA), a Tak:ke
0,B-HeHachIIIEHHbIE aJbAETUAbI, U3 KOTOPBIX dYallle
Ipyrux BcTpedaeTca 4-runpokrcu-2-"HoHenaab (HNE)
[16, 17]. OTu coequHEHUA UMEIOT CUJIBHO ITOJIAPU30BaH-
Hble KapbounsbHble rpynmnbl (CT=0") 1 oCcyIecTBIAIOT
3JIEKTPOUIBHYIO aTaKy Ha HYKJIEeO(UJIbHbIE I'PYIIIIbI
6enxroB. I'immokcanb, MIIA 1 HNE — KoHe4YHbIE TPOIYK-
ThI IIEPEKVCHOTO OKMCJIEHUA JIMIIUAO0B MI0J NEeNCTBU-
eM aKTUBHBIX (popMm Kmcyopozna [18]. MG — mpoaykT
CIIOHTAHHOTO JedpocaTupoBaHUA TPHO30(PocdaToB:
doconmorcuaneToHa u rauiepanabrerna-3-gocdara
[19]. MG 0ObIYHO IIPUCYTCTBYET B KJETKaX pPacTeHUM
B KoHIleHTpaimu Hmoke 10 mxM [20], omHako B cTpec-
COBBIX YCJIOBMAX €TI0 COZEPKaHye MHOTOKPATHO YBEJM-
4yBaeTCsd, HAaIpuUMep, opu ocdataoM rojomanum [20],
3arpsA3HeHnM TAMKeJbIMY MeTasaMmu [21].

ToKcMYHOCTE aKTMBHBIX KapOOHMJIBHBIX COEAVHEHUN
17151 0€JIKOB 00YyCJIOBJIEHA MX CIIOCOOHOCTBIO IIPUCOEIVI-
HATbCA K aMMHOTPYIIIAM OCTAaTKOB JIM3MHA M apIUHU-
Ha, a TaK)Ke K TMOJIbHOJ I'PyIIle OCTATKOB IVICTENHA.
PesysbpraToM Takoro nmpucoenvHeHUs SBJIAETCA Kap-
OoHMIMpOBaHME OEJIKOB, TO €CTh yBeJIMYEeHNEe UMca
KapOOHMJBbHBIX TPYNI B UX coctaBe. Ecau kKapboHM-
JMPOBAHME JOCTUTAETCS IPUCOEAMHEHNEM CaXapoB
M VX IPOM3BOJHBIX, TO €r0 Ha3bIBAIOT IVIMKMPOBAHMEM
6esikoB [20, 22] — COBOKYIHOCTBIO He(DEPMEHTATUBHBIX
IITM, npoucxonAmmx Ipyu B3aMMOLENCTBUN OEJIKOB
¢ caxapaMy ¥ KapOOHMJIBHBIMM IIPOLYKTaMM MX JIeTpa-
marn [17].

MexaHNU3M INIMKMPOBaHMA, [IEPBOHAYAIBHO U3YyUEeH-
bl 6osiee 100 JieT Hasazg Ha DpuMepe OcaXapUBAHUA
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Puc. 1. KapboHnunuposanue
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Lys—NH--CH;—C—(CHOH)~CH,OH € |ys—N—CH—{-—~(CHOH),—CH,OH

,D,eschmppyKTosmnnmsmi ‘

H OcHosanue Lnddpa

OKucnmTenbHbIN
paspbis
N
(j: - NH-Arg Lys—NH-CH;—CCOH
-
N N KapbokcumetmnnuamH
\ MeHTO3MaMH
Lys
OH
0\\ CH, CH, —<§ CHs
ATG—NH—C—NH, + C—C —>Arg—NH—c—NH C—C —> Arg—HN \I
NH NH
MG Kap6MHOnaMMH MG-H1
b
8] OH H
Lys— N /H | /H /7
YSTNH, + C—CH—C_  —> Lys—NH—C—CH—C  —> Lys—N=CH—CH;C
H/ A TN \\O
H
MDA MonyamwuHane OcHosanure LLndpda
+Lys, - H,O
Lys—N=CH—CH—CH—=N—Lys
Lys-Lys-gummmH
O
Lys—NH, + CH— (CH2)4MCH CH“‘CH—C

/

H
\Hi)

H—CH=CH--CH—=N—Lys

(CH, )—(‘JHﬁCH CH; —c CH—(CH,);—C

OH NH H OH
Lys -H,0 /— H,O
CH,
{CH,), "N
CH™ =
NH Lys
Lys/ HNE-cneundpuyHbie ALE

0eJIKOB B IIpoliecce KapKy MPOAYKTOB IIUMTAHUA, ITOJY-
uns HazBaHue peakumy Mariapa. IIpu BbICOKON TeMIe-
paType IpPOAYKTHI CIIOHTAHHOM Jlerpajalyy ITIIK03bI
¥ (PPYKTO3BI IIPUCOEIMHSAIOTCS K €-aMUHOTPYIIIE OCTAT-
KOB JIM3MHA B 0eJKax, mpeobpasyTcs B OCHOBaHUE
IIndda, a 3aTeM npeTepreBalOT NePErpPyIINPOBKY
Awmanopu [23].

ITogoOuble mpoijecchkl HAOJIOAAIOTCA U B 3KUBBIX
KJeTKax. ['JII0oK03a 1 IPOAYKTHI €€ OKMUCJIEHUS MOTYT
COBEPIIATH DJIEKTPOPUIbHYIO aTaKy Ha £-aMUHOTPYIIILY
ausuHa (puc. 1A). B peaynbraTe o0pasdyercsa HecTa-
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OMJIBHBIN IIE€PBUYHBIN IIPOAYKT INIMKMPOBAHUSA — IIO-
JyaMMHAaJb, ¥ Ha HTOM 3Talle IIPOIeCcC IVIMKMPOBaHUSA
obpatum. OHAKO MOJIyaMMUHAJb JETUIPATUPYETCI
u npeBpamiaercsa B ocHoBaHue IIIudyda, koTopoe ObI-
CTPO NOABEpPraeTcs IeperpyniIupoBKe AMaZopy 1 IIpe-
BpaljaeTca B Ae30KCUPPYKTO3UIIN3UH. B pesysbrare
cepuy CIOHTAHHBIX PEeakIyil B KJIEeTKaX HAKaIlJIMBaIOT-
CcA KOHEUHbIe MPOAYKTHI IMUKMpoBauusa deakoB AGE
(advanced glycation end products). Knacenduramnma
AGE yacTo ocHOBaHa Ha MX KapOOHMJIbHBIX IIpexIe-
CTBEHHMKAX M/UJIV IPOMEIKYTOYHBIX COEIMHEHMUAX [24].
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Puc. 2. JeTtokcuka-
O CH OH CH 0 H +HO0 © H
Y /7 LGSH | Vadke o | [ uMa MeTunrinokcans
c—C —_—> GS—C—C .%@B' GS—Cc—(C—CH .—)@@ C—C—CH MG) rnmokcanasa-
/ \\o l AN c—C 3 7 | 3 ( )| :
H | HO mun Glo1 n Glo2
H OH -GSH OH
MeTtunrnvokcanbs FemutHoaueTans JNaktounrnytaTmoH MonouHas kucnoTa

AGE 00sanaoT BBICOKOW CTEIEHbIO reTepPOreHHOCTH
¥ IIpeACTaBJEHbl PAa3HOOOPa3HBIMM an(aTUIECKNM,
apoMaTMYECKVMM ¥ TeTePOUUKINIECKUMI CTPYKTypa-

u [17]. KapbokcumMeTnannsmue — HauboJiee pacIipo-
CTpPaHEHHBIN NPOAYKT peakuuyu Maliapa. Mapkepom
IVIMKMPOBAHUA TaKiKe CJIYKUT IMEeHTO3UAVHOBAA CIINUB-
Ka MeKAy MOIMU(PUIMPOBAHHBIMM OCTAaTKaMM JIM3MHA
M apruHyHa B Oeskax [25].

Tmmoxkcans m MG ThICAYEKPAaTHO aKTUBHEE TJIIOKO3bI
[20]. Ix ocHOBHas MMIIIeHb — I'yaHUAMHOBAA IPyINa
aprmMHMHAa, ¢ KOTOPOJ OHM 00pas3yrT KapOMHOJIaMUH
(puc. 1A), crioHTaHHO IPeo0pPa3YIOIINIICA B CEePUIO IIPO-
u3BOAHBIX rmapouMmuaazosnona G-H (glyoxal-derived
hydroimidazolone) 1 MG-H (methylglyoxal-derived
hydroimidazolone) [26, 27]. ¥ pactennit MG-H1 — sTo
caMbIll pacnpoctparerHbr AGE [20].

Ecan arenraMu KapOOHMJIMPOBAHUA CJYIKAT IIPO-
LIYKTbl CBOOOOHOPAAUKAJIBHOTO OKMCJIEHUS JIUIIN-
JIOB, TO IPOMCXOIUT JUIIOKCUANPOBaHMe O6eJakoB [28].
HecmoTpsa Ha TO 9TO 3Ta MOoAMcpMKanua cama 1o cede
He OKMCJIMTEeJbHAs, OHA YacTO CIIOCOOCTBYET IIOBPEXK-
JeHNo OeJKOB B yCJIOBUAX OKUCINUTEJIHLHOTO CTpecca.
Crnonrannble npeobpas3oBaHMa HecTabUIBHBIX Iep-
BUYHBIX aiAyKTOB IIPUBOAAT K HAKOILJIEHUIO KOHEY-
HBIX IPOAYKTOB Junokcugupoanusa ALE (advanced
lipoxidation end products), mpencTaBIeHHbBIX MHOKe-
CTBOM XapaKTEePHBIX XMMUUYECKUX CTPYKTYP B COCTaBe
0eskoB [29]. BeJKOBBIMMY MUILIEHAMM JUIIOKCUIMPOBA-
HUA ABJIAIOTCA OeJIKM OCHOBHOTO MeTabosu3Ma, CUTHA-
JIVHTA, IMTOCKeJeTa U (PaKTOPbl TPAHCKPUIIIUIL.

Koneunble mpogyKThl CBOOOAHOPANMKAIBLHOTO OKMC-
JIEHNUA JIMIMJIOB aKTYBHO aTaKyIOT OCTAaTKU JIM3mHa [27].
MJIA BHaugaje o0pasyeT ¢ JM3VHOM MOJyaMUHAJb, KO-
TOPBIN ObICTPO Impeobpasyerca B ocHoBaHue Iludpda
(puc. 1B). BzaumoneiicTBMe BTOPON aJbAeTrMIHOM
rpynnsl MJIA ¢ ocTaTKOM JIM3MHA TOT'O YK€ UJIM APYyro-
ro 6esiKa MPMBOAUT K IOSABJIEHUIO IIOIIEPEYHOI CIIMB-
KM B (pOopMe JIMBUH-JIM3VHOBOTO AUVMMHA — IIUPOKO
pacnpoctpanensoro ALE [30]. IIpucoennuenne HNE
U OPYTUX Q,B-HEHACHII[EHHBIX AJbAETMUI0B K OCTATKAM
Ju3MHA B 0€JIKaX IIPOMCXOIUT IIOCPEJICTBOM PeaKkIun
Marikina (puc. 1B) [27, 29]. KoHeuyHble reTepolyKIMIe-
CKMe MIPOM3BOJHbBIE JUIIOKCUANPOBauusa 0eskoB HNE —
OIHM U3 HamboJiee XapaKTEPHBIX MapKEPOB IIOBPEXKIe-
HUA 0EJIKOB IIPOLYKTAMM IIE€POKCHUAALINY JIMIINIOB.

Y pacTeHUN INIMKMPOBaHME U JIMIIOKCUIVPOBAHUE
0eJIKOB 3aMETHO BO3PACTalOT B yCJIOBUAX cTpecca [17,

20, 31]. O™n mopudpuranuy HeoOPaTUMBI, IIOSTOMY OC-
HOBHAas CTpPaTerus "KMBBIX OPTaHM3MOB HaIpaBJIeHA
Ha IIpefOoTBpalleHNe TaKUX MOOUQPUKALUI ITOCpes-
CTBOM aHTMOKCHUJAHTHOTO IIPOTMBOJAENCTBUS IIE€POKCH-
oaumuy JUINLOB, a Tak:ke AeTokcuraumu MG 1 rimok-
caJis IIMOKcAaJa3aMI.

T'nmoxrcasassl mpeBpamaoT MG B MOJIOUHYIO KUCJIO-
Ty (puc. 2), a TNIMOKCAJb — B TJIMKOJIEBYIO KUCJIOTY [24].
Peaknun nporeraror npu ydactun rorytratuona (GSH),
KOTOPBIN urpaet poJib Kogarropa. MG croHTaHHO mpu-
coenuuaerca kK SH-rpymnme rryratuona ¢ o0pa3oBaHu-
€M THUOIIOJIyalleTasisd, KOTOPBI cHavYaja N30Mepu3yeTcsa
B JIAKTOMJIIJIYTaTUOH IIOJ, HEeMCTBMEM IVIMOKCaJasbl 1
(Glol), a 3aTem ruzpposmsyetrca nox geivicresuem Glo2.
Tnmoxrcasnasel onmucaHbl y MHOTUX IIPO- M 3YKapUOT.
Y apabuponcuca BBIABJIEHBI 22 reHa, KOTOPbIE KOOU-
pyior Glol, u 9 renoB — Glo2. 3tu epmeHTH! HAaNbHO-
Jlee aKTMBHBI B XJIOPOILJIACTAaX, HO TaKiKe COLEepP KaTCs
B MUTOXOHJIPUAX, ANPE, IUTO30J€, KJIETOYHbIX CTEHKAaX,
mepokcucomax [32].

Heobpatumoe rkapboHMIMpoBannue 0eJKOB HabJIOma-
eTCcsa Ha BCeX CTAAUAX SKM3HEHHOTO LUKJA PaCTEeHU
U B I[eJIOM paccMaTpMUBaeTCsA KaK HeM30erKHbIN IIpoIecc
IIOBPEXKAEHNA OEJIKOB, YCUIMBAIOIINIICA IIPU CTPECCE.
OueBMUHO, YTO U3yUEHNE XMMMU3Ma KapOOHMJIMPOBA-
HUsA OeJIKOB HAMHOTO OIEepeansio IIOHMMaHne (PYHKIIV-
OHAJIbHBIX ACIIEKTOB BTOro ABJieHMA. OnyOsimKoBaHHbIE
JlaHHble KOCBEHHO CBUJETEJbCTBYIOT O TOM, UTO Kap-
O6oHnIMpoBaHMe OEJIKOB 3aBMUCUT HE TOJIBKO OT YPOBHSA
aKTUBHBIX KapOOHUJIbHBIX COEAMHEHUI, HO TOHKO pe-
TyJIUpPyeTcsa M y4acTBYeT B Iepefade MOPMOHAJIbHBIX
CUTHAJIOB, B IIpolleccax IIPOPacTaHusA CeMAH, MHAYKIIUNI
uBeTeHusa u ap. [33].

AKTUBHbBIE dOPMbI A3OTA

XyMndecky akTUBHBIE (POPMBI a30Ta 00pas3yloTcsa B pe-
3yJbTaTe CIIOHTAHHBIX peJOKC-IIpeBpalIlleHNniI OKCUIA
azora ‘NO u pana npyrux as3oTcoAepsKalllX BellecTB.
B nmocaeguue rogbl poJsib aKTUMBHBIX (DOPM a3oTa CTa-
Jla BBIBBIBATH OCOOBIN MHTEpEeC B CBA3Y C y4acTUEM
B PeryJIAIMM IPOIIECCOB POCTA M Pa3BUTHUA, aJANITAIUN
K 0MOTHYECKUM M abMOTUYECKMM CTpPeccopaM, TPaHC-
OYKIIMY TOPMOHAJBHBIX CUTHAJIOB pacTeHuit [34-37].

Y mueronnraronux NO obpasyercsa m3 apruHu-
Ha B peakuuu, karaamuaupyemoin NO-cuHTazamm —
NADPH-3aBucuMbIMu OKCUTE€Ha3aMM, MMEOIIUMU
B CBOEM COCTaBe (PJIaBMHOBBIN KO(PEPMEHT, 3KeJje30-
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nopcgupnuu u terparugpodbuontepur. NO-cuHTa3BI
He ToJbKo BhIpabarsiBaroT "NO, HO UM y49acTBYIOT
B celnmMpUIecKoM HUTPO3UIJIMPOBAHMUM DEJIKOB, BCTYyIIas
B 0eJsioK-0esIKoBBIe B3amMoericTBus [38].

Y pacreHuit He oOHapPy’KeHBI (PePMEHTBI, TOMOJIO-
rmyable NO-cuHTazaM mMJjexkonuTamomux. Tem He Me-
Hee MOKa3aHa BO3MOYKHOCTH obpasoBaHusa "NO mo-
CPenCTBOM OKMCJIEHUA apruHMHA U HoJauaMmHOB [39].
OcuoBHBIM McTouHMKOM NO y pacTeHUm ABJseTCA
[IPOLIECC OJHO3JEKTPOHHOTO BOCCTAHOBJIEHNU HUTPUTA
(NO,") umronnasmMaTUIECKUMM HUTPATPEAYKTA3aMM.
Ot NADPH-3aBucHMbIe OKCUIOPENYKTA3bI C MOJIMUO-
JIEHOBBIM KO(PpaKTOPOM MPOABJAIOT Hebosbiryio (1%)
HUTPUTPENYKTA3HYIO0 aKTUBHOCTb. ¥ apabupmorncuca,
KaK M y MHOTMX OPYTUX BBICIIMX PACTEeHUI, MMEITCSA
IIBe HUTpaTpenyKTasbl, ogHa u3 kKoTopeix (NR1) 00-
JazaeT BBICOKON cIIOoCcOOHOCTHIO mponyunpoBaTts NO,
Torga Kak apyras (NR2) orBeuaet 3a 90% axkTuBHOCTH,
BOCCTaHABJIMBAIOIIE) HUTPATHI 40 HUTPUTOB [39]. B ye-
JIOBUSAX TUIIOKCUM 3HAUYUTEJbHBIA BRJIaJ B HAaKOILJIEHNE
'NO B KJIeTKaxX BHOCUT Iporecc BocctanoByenusa NO,”
B BJIEKTPOH-TPAHCIOPTHON IIeN MUTOXOHIPMIA [39].

C GesnkaMu JIETKO B3aMIMOZEVCTBYIOT II€POKCUHUTPUT
ONOO", uurpozoununii-katuon NO*, azoTucTtsiit anrm-
npuzn ‘NO, n np. (puc. 3A). Buosorudeckn sHauMMble
NO-3aBucumble TOCTTPAHCIIALMOHHbIE MOAU(PUKAIINN
BKJIIOYAIOT HUTPO3UJIMPOBAHNME BXONAIIMX B COCTaB
0eJIKOB MePEeXOHBIX METAJJIOB, KOBAJIEHTHYIO MOIM-
pMKAIMIO OCTATKOB LyCTeMHA (S-HUTPO3UIMPOBAHKE),
¥ HUTPUPOBaHME OCTATKOB Tmuposuua [40]. S-HuTpO-
3UJVPOBAHNME UTPAET BAYKHYIO PEryJIATOPHYIO POJb.
Taxk, ero HapyllleHe B OpraHu3Me 4HeJIOBeKa CBA3AHO
C TAXKEeJIBIMU HelpoJereHepaTUBHLIMU 3a00JIeBaHUA-
MU, AucYHKIMEN MMMYHHO U CepledHO-COCYAUCTON
cucteM [38]. ¥V pacTeHMl S-HUTPO3UJIMPOBAHNME BJIM-
seT Ha (PEPMEHTATUBHYIO aKTUBHOCTD, JIOKAJIM3AIINIO,
CKOPOCTH Zierpazanny 6eJIKoB, a TaksKe Ha B3aMMOJEeli-
ctBue ¢ ppyrumu besnxkamu u JHEK [34, 41, 42].

OCHOBHOJI areHT HUTpUpoBaHUsA 6eakoB — ONOO™,
a OCHOBHOJ areHT S-HUTPO3UJIMPOBAHUA — HUTPO30-
raytatuon (GSNO), koTopslii obOpasyercsa B pe3yJb-
TaTe aTakyM NIYyTAaTMOHA aKTMBHBIMM (popMaMy asoTa
(N,O,, NO) (puc. 3B). GSNO urpaet posb pesepsya-
pa u TpancuopTtHO popmbl ‘NO B KJIETKaxX pacTeHUN
[43]. OT muTposzornyratnona "NO nepenaerca Ha SH-
TPYyIIIbI 0eJIKOB B CIIOHTAHHBIX pearmAax TPaHCHUTPO-
3uspoBanua (puc. 3B).

HeuutposunupoBanue GSNO 3aBUCUT OT aKTUB-
HOCTM HUTpo3orayTatuonpenykrasd (GSNOR) — koH-
CEepBaTMBHBIX OEJIKOB, JIOKAJIM30BaHHBIX B IMTOILJIa3Me
¥ HyKJeorasMme [44]. JeantposunmpoBannue SH-rpynn
oenxkoB (R-SNO - R-SH) ocyuiecTBisgeTcsa ¢ IOMO-
b0 THOPeRoKkcuHOB (Trx) mau nyremM TPaHCHUTPO-
sunupoBarusa GSH (puc. 3B). Kpome GSNOR u Trx
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Puc. 3. BnusiHne akTuBHBIX hOpPM asoTa Ha Benku.

A — obwas cxema obpasosaHus okeupa asota ('NO),
€ro NPEeBPALLEHHS B XMMUYECKM aKTUBHbIE POP MBI

U BKNtoueHus B 6enku; b — HUTpO3unupoBaHue rnyTaTm-
oHa (GSH) u gpeHuTpo3unupoBaH1e HUTPO30rnyTaTMoHa
(GSNO) HutposornyTtatmoHpegyktazammu (GSNOR);

B — S-HUTPO3MNMPOBaHME, TPAHCHUTPO3MITMPOBAHKE U fe-
HUTpO3unmpoeaHue 6enkos; I — yTunusaums NepoKCHHU-
Tputa (ONOO") nepokcupepnokcuHamm (PRX).

Trx — TMOPEOOKCHHBI

B JEeTOKCUKALMM aKTUMBHBIX (POPM a30Ta yUYaCTBYIOT
nepokcupenorcurs!l (PRX), npeBpalnarrine mepoxrcu-
HUTPUT B HUTPUT (puc. 3I') [34, 45]. B pesynbrare 06-
pasyeTcsa BOCCTAHOBJIEHHBIN THOJIbHBIN Oesiok (R-SH)
u okmcJieHHbIM Trx, KOTOPBIM BIOCJEANCTBUM BOCCTa-
maBauBaeTca NADPH-zaBucumoir Trx-penykrTasoi.
TpaHCHUTPO3UINPOBAHNE KATAJIN3UPYyETCA TPAHCHMU-
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Tpo3maason, Hecyiei rpynny SNO, KoTopas mepeHo-
cut pparmesT NO Ha 1eseBoi HeJiok [34].

HurpupoBanue y pacTeHuil, Kak u y >KUBOTHBIX,
OOBIYHO MIPUBOAUT K MHIMOMPOBAHUIO aKTUBHOCTY U Je-
rpagauun 0esikoB. HutpupoBaHMio 0co0€HHO IOIBEP-
JKeHbI KaTajiada U pepMeHThI aCKopOaT-IaIyTaTUOHO-
BOTO I[MKJIA — OCHOBHOTO yd4acTHMKA ypaseHus ADPK
y pacrenuii [46].

JIunoduabuelil cBobOogHBIN pagukas NO Jerko
IndphyHIupyeT depe3 MeMOpaHbl, UTO AeJsaeT €ro uie-
aJIbHOV ayTOKPMHHOV (BHYTPM OIHOM KJIETKM) U I1apa-
KPMHHOM (MEXJy COCeIHMMM KJIETKAMM) CUTHAJIBHON
moJteryJot. CurnanbHasa pyHRUUA "NO nmogpodHOo mn3-
ydeHa y MJIEKOIUTAIOIMX U dejioBeka [38]. VI3BecTHO,
49TO OOJHUM U3 BasKHEMIIINMX ero PeneIrTopoB BbICTYIIAET
IYaHUJATHUKIIA3a, Y KOTOPO HUTPO3UIUPYETCS TeMO-
Boe keje30 Fe?': FeNO. AxtuBanus dpepmeHnTa mpm-
BOAUT K cuHTe3dy nuramdeckoro GMP, BoicTynaroIero
B POJIM BTOPMYHOTIO MecceHmxepa [47].

YyBCTBUTEJNBHOCTb K OKCUJIY a30Ta — JAPEBHAA
0CcO0eHHOCTh, obecnednBaeMasi TeMOIIPOTENHAMHU, CO-
nepsxamumu gomensl H-NOX (Heme-nitric oxide/
oxygen binding). Takue mOMeHbI, CIIOCOOHbBIE CJIYIKUTH
cercopamu ‘NO, HalieHbl B OaKkTepuAx, rpubax u sKu-
BOTHBIX, BKJIO4Yad desioBeka [48, 49]. Joaroe Bpemsa
CUMTAJIOCh, YTO Y pacTeHuit 3Tu OeJKM OTCYTCTBY-
0T, OHAKO HEJABHO YAAJIOCh ODHAPYIKUTH HECKOJIBKO
NO-4yBCTBUTEJBHBIX T€MOIPOTEMHOB U Y PaCTEHUIA.
OxaszaJgochk, uTo NO-4yBCTBUTEJIBHBIE '€ MOIIPOTENHBI
PacTUTENbHBIX OPTaHM3MOB TaKiKe COLEpP KaAT KOHCEP-
BatuBHble H-NOX-noMeHbI, KOTOpbIe cBA3BIBaloT NO
n O,[50, 51]. BeiABneH TakiKe PAJ CUTHAJBHBIX IIyTel,
B KOTOPBIX BTU OeJKM (PYHKIMOHUPYIOT B KadeCcTBe
cercopoB ‘NO usm O,. TTokazaHo, B 4aCTHOCTH, UTO Te-
MonpoTeuHsl pactenuii, cogepsxaie H-NOX-nomeHsr,
OTIOCPENYIOT TaKMe KJIUYEeBble peaklyy, 3aBUCAIINE
or 'NO, KaK pPOCT IBLIBIEBOV TPYOKM U 3aKpbIBaHUE
yerbuil [5H1].

Tem He MeHee, npencraByenusa 00 NO-curnaguure
Yy pacTeHMUII ocTalTCA HeNoJHbIMU. OTCYTCTBYIOT Ha-
IesKHble HaHHble 0 poJu IurIndeckoro GMP u Hu-
TPO3UJIMPOBAHUA T€MOBOTO UM HEreMOBOTO JKeJe-
3a OeskoB. Bosiee ocHOBaTeJIbHO OKa3aHO BJIMAHUE
S-HUTPO3UINPOBAHNA Ha (PEPMEHTATUBHYIO aKTUB-
HOCTbB, CyOKJIETOUHYIO JIOKAJIM3AIMIO ¥ CKOPOCTD IIPOTE-
oJi3a 0eJIKOB OCHOBHOrO MeTaboJmM3Ma, a TakyKe Ha Oe-
JOK-OeJIKOBBIe B3amMomelicTBuA [52]. YcTaHOBIEHO,
4TO aKTUBUpPYOOIEMY (+) 1 MHrMOupyoemMy (-) gem-
CTBMUIO S-HUTPO3MJIMPOBAHNUA NIOBEPIKEHDBI (PEPMEHTEI,
perymmpytomue b6ananc ADPK B KIeTKax pacTeHMiL: cy-
epoKCcUI-aucMyTasa (-), kartanasa (-), aCKopOaTIepoK-
cupmasa (+), MOHO- U AuIernapoacKkopOaTpesyKTassl (-).

S-HUTPO3UIMPOBaHNE 3aTparuBaeT OeJKU, BOBJIE-
YeHHble B TOPMOHaJIbHBIN curHaauHr [47, 53]. Tak, Ha-

rortenue 'NO B HaOyxmux cemeHax apabmporicuca
IIPUBOAUT K S-HUTPO3UJIMPOBAHMUIO U IIPOTEACOMHO
merpapanuu ABI5 — cakTopa TpaHCKpPUMIIMY, OTBEYa-
IOLIEro 3a 3aBUCUMYIO OT abcums30Boil KucaoTsl (ABR)
9KCIIpeccuio reHoB B ceMeHax [42]. Takum crocobom
npoucxoaut noxasieHne ABK-curnaamura, 94To cro-
cobeTByeT nmpopacrtanuoo ceMaH. [Ipu ABK-3aBucumom
3akpeiBaHuy yctbur] NO, o-BUAMMOMY, KOHTPOJIMPYET
3aBeplIeHne 3ToN peakiny, nopapiuas ABK-curnanmur
[IOCPECTBOM HUTPUPOBAHUSA/S-HUTPO3UIUPOBAHMUS
penenTtopa ropmona PYRI1 [54] u npoTemMHKMHA3bI
SnRK2.6, Heodxonmmoit gy ABK-curaaamura [55].

ITonyuens! nanuvle o Bauauuu "NO Ha npoBefeHVE
rnb60epeslIMHOBOrO ¥ ayKCMHOBOI'O CUTHAJIOB y apa-
6unoncuca. ITokasaHo, 4To S-HUTPO3UIMPOBAHUE
roHcepBaTuBHOTrO nucrena y DELLA-6enmka RGA
IIpeloTBpallaeT IPOTEACOMHYIO Ierpafaliiio STOro He-
TaTMBHOTO PEryJyATopa IrmObepesIMHOBOrO0 CUTHAJIMHTA
[56]. S-uuTposuaupoBanne Aux/IAA17 npenaTcTByeT
€ro IIPOTE0JIN3Y, YTO IPUBOAUT K IIOJaBJIEHUIO ayKCU-
HOBOTO curHaJa [57].

MosxHO yTBEpPIKIATH, UYTO MHMOPMALA O AEMCTBUA
aKTUBHBIX (DOPM a30Ta Ha OeJKM pacTeHMII B 3HAUU-
TEJIbHOJ CTeIleHM OIMCHIBAeT MEXaHMU3MBI U (PYHKLINI
S-anTposuaupoanua. CBeJeHNs 0 HUTPO3UINPOBA-
HUM TIePEXOOHBIX MeTaJlJIOB B cOCTaBe DEJIKOB HEMHO-
ro4yCJIeHHbBI, HeCMOTPA Ha obHapy:KeHMe y pacTeHUt
0enkoB, comepsxkamux NO-uyBcTBUTeNbHble H-NOX-
nmomeHsl [50].

AKTMBHbIE ®OPMbI KUCITIOPO A

CoBeprammmecs B »KMBBIX OpPTaHM3MaX PelloKc-Iiepe-
xozabt O,2H,O HensbexHO MOPOMKIAIOT CEPUI0 XUMMU-
YEeCKM aKTUBHBIX NMPOMEKYTOUHBIX hopMm (ADPK): O, 7,
H,0,, 'OH, 'O,, KoTopble MOTYT HANPAMYIO pearnpoBaThb
¢ besikaMIL.

OOBIYHO MOJIEKYJAPHBIN KUCJIOPOJ HAXOAUTCA B OT-
HOCUTEJIbHO MHEPTHOM TpumieTHoM coctoauuu (°0,).
ObpazoBanne ADPK npoucxoauT dH3UMATUYUECKU U He-
SH3VMATUYECKI: B DJIEKTPOH-TPAHCIOPTHBIX IIEIIAX MU-
TOXOHJZ[PUI ¥ XJIOPOILJIACTOB, B IIEPOKCKUCOMaxX IIpu po-
TOABIXaHNMY, B KJIETOYHBIX CTEHKAX B IIPOLIECCE PEAKINN
CBEPXYyBCTBUTEJBHOCTH, & TAKXKe B IUTOILJIA3ME U HY-
kyeorasme [58]. Axtuparma O, mocTuraeTcs 3a cdeT
JIBYX OCHOBHBIX IIPOIIECCOB: 1) ITOBBIIIEHNS DHEPIUM Ofi-
HOTO 3 3JIEKTPOHOB U IOABJIEHU aKTUBHOM CUHIJIET-
HOJ ¢opmbl Kmcsnopoxa 'O, mox BozjeiicTeueM oTo-
CEHCMOMIN3aTOPOB (IPEVIMYIIIECTBEHHO BO30Y K IEHHOTO
TpurteTHOro xJsopodpuiia *P680*) u YP-uznyuenns, 2)
BOCCTaHOBJIEHMSA OJHOTO U3 aToMoB *O, U IpeBpaleHns
€ro B CyNepOKCUAHBIA anuoH-paauka (O, 7) merana-
MM C IIEPEMEHHO} BaJIEHTHOCTBIO MJIV OPraHMYECKUMU
JIoHOpaMu 3JeKTpoHa [58]. B xucsoi cpene (Bakyoun,

KjeTo9Hble cTeHkn) O, ” MPOTOHMpPyeTCA ¥ IpeBpalia-
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A MonepeyHoe ces3biBaHMe HenKos
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Puc. 4. Heobpatu-
MOE€ OKMCreHHe no-
AMNEnTMOHOM Lenu
(A) n 6okoBbIx Le-
MOYEK aMMHOKMCIOT
(B) nog pevictenem
ADK

R R

O OH

PaspbiB nonunenTtngHoM Lenu

ADK

eTcs B TUAponepokcubHbI paguka (HO, ). [lepoxcuy
Bogopoza (H,0,) — mpoAyKT akKTMBHOCTM CyNEepPOKCHUI-
JUCMyTasbl, pacTUTeJbHBIX nepokcupas III xaacca,
aMIMHOKCHM/Ia3, OKCAJIATOKCUIAa3, & TaKyKe CIIOHTAHHBIX
npespamennit HO,” n O, ~. ObpasoBaHue ruIpOKCHIIb-
Horo panukaJsa “~OH mpoucxonut B peakunmu PeHTOHA
u3 H,0, ¢ ydacTueM MeTaJlioB ¢ nepexo,uHom BaJIEHT-
Hocthio: H,O, +Fe (Cu )~ OH+Fe (Cu )+OH

BCJIe,ZICTBI/Ie CBOeJi BBICOKOJ PEaKIVOHHON CII0CO0-
HocT ADK pearmpyror ¢ besnramy, IMnmmaMu, yriaeBo-
IaMy, HyKJIEMHOBBIMM KucjotaMu. Hanbosee akTuBHbBIE
opmer Kucmopona (HO,” u "OH) cocobHbI MHAYIM-
poBaTh IieHble peakrIuy, IPUBOAAIIME K 00pa30BaHNIO
OOJIBIIIOrO KOJIMYECTBA CBOOOIHBIX PaMKAJIOB, BhI3bIBA-
IOIMUX Jerpagainio 0mnoMosierys [59].

Crenenn usdbupareabHocTu nemcteusa APK obpar-
HO IPONOPLMOHAJbHA UX aKTUBHOCTU. Tak, gna OH
YSA3BMMBI ¥ OCHOBHAas 0eJIKOBasdA Ilellb, 1 OOKOBBIE Ile-
TIOYKM aMMHOKVCJIOTHBIX OCTaTKOB (puc. 4). 'mapoxcni-
panmuKaj 3alycKkaeT cBOOOLHOPAAMKAJIbHBIN IIPOIECC,
B pe3yJabTaTe KOTOPOTO IIPOMCXOAUT TIIyOOKOe U HeoO-
paTtumoe moBpeskaeHMe 0eJIKOB: 00pa3yITCA CIIMBKU
MexIy OeJsikaMy, paclafaloTcs IOJUIIENTUIHbIE eI,
[I0IBEPTAIOTCSA OKMUCJIMNTEJNbHOMY Ae3aMMHMPOBAHUIO
OCTATKM JIM3VWHA U aprMHMHA, PACHaZaloTCsa OCTATKU
IPOJIMHA ¥ INIyTaMMHOBOM KucioTsl [60, 61]. Bce atn
VBMEHEHMA B I1eJIOM IIPUBOLAT K YBEJIWNYEHUIO OTHOCU-
TEJIbHOTO COZIePsKaHMUsA KapOOHMIIBHBIX I'PYII B OesKax.
Taxroe rapboHMIMPOBaHME 0003HAYAIOT KaK IIPAMOE,
WUJIM TIEPBUYHOE KapOOHMIMPOBaHME, TAK KaK B OTJIMYME
OT PacCMOTPEHHOTO BBIIIe KapOOHMUJIbHbBIE IPYIIIbI (POpP-
MUPYIOTCA B Pe3yJbTaTe OKUCIEHUA CAMOTO IIOJIMIIeI-
Tuna. B nannom mporecce ydactsyeT O, 7, IOCKOJBKY
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rege3uc 'OH 0OBIYHO TPOMCXOIUT B pe3yJbTaTe peak-
i Xabepa—Baiica (O, ~ + H,0, » O, + "OH + OH),
KaTaJM3MPyeMOJ MOHAMM ’KeJe3a U MeInu (peakuus
denToHA).

CHHIJIETHBIV KUCJOPOJ HecTaduJIeH, OH MIHOBEHHO
IIPMUCOEIMHAETCA 110 ABOMHBIM CBA3AM MEMXIYy aToMa-
MU yIJIepofa B JUIKAAX, OeJikax, KapoTuHomzax [62].
B Geskax ero oCHOBHOJ MMILIEHBIO ABJSIOTCA OCTATKU
Tpunrodana [63, 64].

B cuiry BBICOKOJ aKTMBHOCTM M HM3KO M30MpaTes sb-
HocTu gevicteua O, 7, "OH u 'O, Ha 6MOMOJIEKYIBI OC-
HOBHOM crioco® 3amuThl COCTOUT B IPEOTBPALEeHUN
obpazoBanusa u ynajeHuu 3tux APK. Taxk, cynepox-
CUJI-AMICMYTa3bl, IPUCYTCTBYIOIME BO BCEX KOMIIap-
TMEHTaX KJIETOK, KaTaJusupyroT npespamienne O, ~
B H,0,, a kKaporuHOMB! pusndecknm myrem Tymar 'O,.

ITepokcup Bomopona IIMPOKO UCIOJIb3YeTCA NIJIA BbI-
COKOMB30MpPATENbHBIX U 00PAaTUMBIX PeoKC-MOOUpU-
rauuit 6eskoB [65—67]. 3ameuaTesbHO TO, YTO HAIPS-
MYIO B KMBBIX KJIETKaX OH OKMCJIIET TOJbKO OCTaTKMU
cepycoziepsKaIMXx aMUHOKMCJIOT MEeTMOHMHA U IJCTe-
uHa [13]. OgHocTymeHYaToe OKMCJEeHVEe MEeTVMOHMHA
IPUBOAUT K (POPMUPOBAHUIO METUOHUHCYIb(POKCUIA
(puc. 5), MHrMOUpPYIOMEMY OMOJIOTMYECKYI0 aKTUBHOCTD
O0eskoB. MeTMOHMHCYIB(OKCH BOCCTAHABIMBAETCH
3a cueT MeTMOHMHCYJIbQoKreua-penykrasd (MSR), koro-
pble y pacTeHUIt COAEPIKaT B KAaTAJIUTUYECKOM ILIeHTpe
napy ocrtaTkoB nmucrtensa [68]. Ogun uucrenn (kara-
JUTUYECKUI) HAaXOOUTCA B (popMe TuoJaT-aHuoHa (S7)
U mpeBpalaeTcsa B cysibpeHoByo Kucaotry (SOH), Boc-
CTaHaBJMBAas METUOHMHCYJIb(POKCHUA. pyroi (pes3yib-
Tupylomuit) B3anmogeiictsyetr ¢ SOH, urto mpuBonut
K 00paBoBaHUIO OUCYJIb(MUIHON cBA3U. PereHeparnusa
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_~-SOH
MSR:
SH \
H,O

7
MSR\E

Trx<S Bl
MSR _~SH SH
~SH

/
Trx\i

ADK

Puc. 5. BocctaHOBNEHHE OKMCNEHHOrO METMOHMHA C Mo-
MOLLBIO METUOHMHCYMNbdOKCHA-penyKTasbl (MSR).
Trx — THOPEAOKCHHBI

depmeHTa npomcxoauT npu ydactum Trx, a perese-
pamusa Trx — nopu yuactun NADPH nun deppenok-
CUH-3aBUCUMBIX THOPENOKCUHPENYKTA3, PACCMOTPEH-
HBIX HMKe. B kiaeTkax pacrenuyt MSR jokanmsyerca
B LIMTOIIJIa3Me, MUTOXOHIPUAX, IJIACTUAAX, DHAOILIA3-
maTtudeckoir cetu [68]. Cucrema MeTHOHUHCYIB(OKCUI/
MSR yacTo paccmaTpMBaeTca Kak «aBapUIHBIN cOpoc»,
Hanpapsgionmi yaap APK B penapmpyemoMm Hampas-
Jenun [69].

OxucauTesbHbIEe MOOUQUKALMY OEJIKOB, BbI3bIBaE-
mble ADK, B oTyinume oT KapOOHUIMPOBAHUSA IPOLYK-
TaMM YTJIEBOLHOI'O U JIMIIMIHOIO MeTaboJm3Ma 4acTo
HOCAT 00paTMMBIN U [aske PeryJATOPHBIN XapakTep.
B sTux MomuduKanmMaAX TECHO IepeIsieTalTCsA CIIOH-
TaHHBIE ¥ (DepMEHTaTUBHBIE IIpoIlecchl. B 1iesom oHu
00pas3yIoT CJIOKHYIO CEThb PeaKLuii, UTPAIOIMX He Me-
Hee BayKHYIO POJIb B JKMBBIX KJIETKAX, YeM peakimu o0-
paTtumoro pocopmaMpPoBaHNA OEJIKOB, UTO ITO3BOJISAET
paccmarpuBaTh ADPK B KauecTBe KJIOYEBBIX CUTHAJb-
HBIX MOJIEKYJI B IIMPOKOM CIIEKTPE CUTHAJIBHBIX IIyTel,
BKJIIOUAA aJlanTanuio K ctpeccopam [70—-73].

OKHCIEHUE OCTATKOB UMCTEMHA B BEJIKAX
TuospHaaA rpynna nyucrenHa SH MoskeT mopBepraTbesa
CJIEIYIOIIMM OCHOBHBIM MOAVI(PMKALMAM: OKUCIATHCS
no cynbpenosont (SOH), cynbdunosoii (SO,H), cymnb-
douosoii (SO,H) Kucsaor, hopmmupoBaTh AUCYIbHOUI-
HyI0 cBA3b ¢ SH-rpymnmoii Toro sxe mym apyroro Oeska,
a Takske ¢ SH-rpymmoi rorytatroHa (IIogBepraTbes IIy-
TATMOHUIMPOBAaHMIO) [74] 1 cepoBomopoza (IoaBepraThb-
¢ nepcysbguaupoBanuo) [75].

B ycaoBuax crpecca mnobas SH-rpynna B 6eskax
MOYKET OKMCJIATHCA J0 CYJIb(PEHOBOI KUCJOTHI 07 Ieii-
creueMm pazynyaubix APK, Brmrouas H,O, B moBbieH-
HBIX KOHIeHTpanuax [13]. B 6maronmpuaTHOil cpene
ocHOBHOV MutleHpo APK ABJIAIOTCA AMCCOIMMPOBAH-

uble SH-rpynmnel, T.e. TMosaT-aunonsl S™. SH-rpynna
aMMHOKMCJIOTBI IMICTEMHA B (PUBUOJIOTUYECKNUX YCIIOBU-
ax He pucconuuposana (pKa = 8.3). OgHako y pazna
6enkoB ecTb SH-rpynmnel, KOTOpble B CBOEM MUKPO-
okpyskeHun nmenoT pKa Huke 7 u guccormmpoBaHbl
Ipu PU3MOJIOTUUECKUX 3HAUeHUAX pH. OTO, B IepByIO
ouepenb, PRX, rryratmonnepoxcugassr (GPX), rryra-
penokcuunl (Grx), Trx, MSR.

Tuonpusle nepoxcupassl PRX 1 GPX| npaMo oxkuc-
JIAA THOJIAT-aHMOH IIEPOKCUIOM BOAOPOJA O CYJIb-
deHOBOI KMCIOTH, y4acTByOT B yTuansanuu H O,.
Pacrenua B oTiimume OT JKMBOTHBIX MMEIOT HUBKYIO
akTuBHOCTh GPX, HO mpy 3TOM 006Ja1AI0T IIMPOKUM
crnexkTpoM akTuBHbIX PRX [76, 77]. CynbdenoBasa Kuc-
Jora y TummyHbix 2Cys-PRX B3anuMozenicTByeT ¢ «pe-
3yJbTUPYIOIIEN» TUOJBHON TPYNIION, 00pas3ysd c Hel
BHYTPUMOJIERYJIAPHYIO ITUCYIb(MPUIHYIO CBA3b (puc. 6).

Boccranosnernue 2Cys-PRX mpoucxogur c momo-
mpi0 Trx yepes obpas3oBaHMe CMELIAHHOV AUCYJIb-
dunaOM cBA3M. Trx BoCCTAaHABIMBAIOT AUCYJIbOPU-
HBbIe cBA3U He ToJbKO y PRX, HO 1 BO MHOrMX ApPYyrux
Oeskax, JIOKAJM30BAHHBIX B Pa3HBIX KOMIIAPTMEHTAX
KJEeTKM: IUTOIJIa3Me, AApe, NJacTUaax, MUTOXOH-
IpUAX, HA0MJIa3MaTUIEeCKO ceTy, KIeTOYHO CTeH-
ke [78, 79]. Oxkucaenuble Trx BoccTaHaABJIUBAKTCS
Trx-penyxkrazammu. Y pacTeHUN OHU MpPeACTaBJIEHBI
NADPH-zaBucumbiMu ¢iasuaossiMu NTR, deppe-
norcuH-3aBucuMmbeiMu FTR, comepskammumMy B aKTUB-
HOM IIeHTpe, KPpOMe PeaOKC-aKTUBHON S—S-CcBA3H,

H
H,0, PRX<§H Trx(i NADPH
@ NADP*
SOH
H,0 PRX<SH

@ Fdred

_SH
TrX\SH Fdox

o]

S§—S8—Trx—SH

_SH
-
FX.\SH

Puc. 6. Katanutuyeckue LuKIbl NEPOKCUPELOKCMHOB
(PRX) u TmopepokcuHos (Trx). NTR u FTR — NADPH-
3aBMCHMbIE M heppPefOKCHH-3aBUCHMbIE TMOPEHOKCHUH-
penykTasbl cooTeeTcTeeHHo. Fd _,— BoccTaHoBneHHbIM
deppenokcuH, Fd_ — okncnenHbii heppenokcun
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sKeJie3ocepHble Kjactepsnl [4Fe-4S], a Takske NADPH-
zaBucumort NTRC, coueraromteit pyarimm Trx 1 NTR
[79-81].

Bce paccmoTpeHHbIE OEJIKM MMEIOT PeIOKC-4yBCTBU-
TeJIbHbIE OCTATKM I[MCTENHA, KOTOPble 00ECIIeUNBAIOT
UX ydacTue B pasHOOOPas3HbIX IIPOIleccax, PEryamnpy-
ONX PeLOKC-MeTaboIM3M KUBbIX OPraHM3MOB, BKJIIO-
4as pacTeHud.

rnyTATUOHUIIMPOBAHME BEJIKOB
OcHOBHas MUIIIEHb INIyTAaTMOHUJIMPOBaHUA — 3T0 Grx,
Yy KOTOPBIX TMOJAT-aHMOH MTOBEPraeTCs MOAM(PUKAIAN
B KaTaJUTUYEeCKOM ImKJe (puc. 7). OQHAKO B yCJIOBU-
AX OKMCJIUTEJBHOTO CTpecca INIYyTaTMOHUIUPOBAHUIO
noxBepraroTca u apyrue Oesnku. Tak, B mporeoMe de-
JoBeka HaigmeHo Oojyee 2000 caiiTOB IIyTaTMOHUIIMPO-
BaHuA [82]. TyyTaTMOHMINPOBAHUIO ITOBEPIKEHBI -5,
-S7, -SOH-rpynns! 6eakoB [74]. AreHTOM CIIOHTaHHO-
ro INIyTaTMOHMJIMPOBAHMUA BhICTyIaeT He Tosbko GSH,
HO Takke GSSG, HaKaNJIMBAIOIUICA B YCJIOBUAX
crpecca. I'myratnonnnuposanmne SOH paccmaTtpuBaeTcs
KaK crocob mpenoTBparieHnsa bosee riryOoKoro m Heob-
PaTUMOro OKMCJIEHUS TUOJbHBIX TPYIIIL
JersyTaTMOHNIMPOBaHME OEJIKOB OCYII[eCTBJIAIOT
Grx, XOTA B yCJIOBUAX CTpPecca OHM, HAIIPOTUB, MOTYT
BBICTYIIaThb areHTaMM IJIYTaTUMOHUJIMIPOBaHNMA. Tarkum
0bpazoM, IIyTaTUOHMUIMPOBaHME — 00paTuMas MOIM-
duranua, KoTopad, KaKk IPaBUJO, UHTUOUPYeET OeJsKN.
Y pacreHuit eii B HaMbOJIbIIE) CTEIIeHN II0JBEPIKEHbI
OUTONJa3MaTUUYeCKIe IJIMIlepasbrerns-3-dgocdar-
neruaporenasa (GAPDH) u pan npyrux gpepMeHTOB
IMKOJNM3a, -aMuIasbl XJIOPOILJIACTOB, IINIMHeKap-
OokcmuIaza MUTOXOHAPMIL [74].

®YHKLUMU PEAOKC-MOAUDUKALIMA
CYIbdrnaPUIIbHbLIX FPYMM BEJIKOB

OcCHOBHOJ MeXaHM3M, C IOMOIIbI0 KoToporo ADPK
(PYHKIMOHUPYIOT KaK PEryJsaTOpPbl, 3aKJ0YaeTcs
B MOOMMUKAIMY TUOJBHBIX TPYII 0EJIKOB-MMUIIE-
HeW: S-CyJab(PeHUINPOBAHUN, S-HUTPO3UIMNPOBAHUN
u S-royrtaTuoHuaupoBaHuu. OKMUCIEHNEe TUOJIbHBIX
TPYNI [0 CYJb(OUHOBBLIX ¥ CYJIb(OHOBBIX KMCJOT,
Kak IIPaBuUJIo, HeoOpaTMMO HapyIIaeT (PYHKLUNUY OEJIKOB
[83, 84].

OxucanreabHsbIil POJIINHT GEJIKOB

BospmmaCTBO 6€JIKOB IIMTONJIA3MbI, HYKJIEOIIJIa3Mbl
¥ OpraHeJJl CofeprKaT BOCCTaHOBJIeHHble SH-rpymnnel
nucTeMHA. B moJoCTM 3HAONJIa3MaTUUYECKON CeTH,
B anmnaparte ['ogbIiKM, B MeXKMeMOPaHHOM ITPOCTPaH-
CTBE MUTOXOHIPUI ¥ BHYTPU TUJIAKOMIOB IIPOVICXOAUT
OKVICJIUTEJILHBIN (POJIIMHT — 3aMbIKaHE S-S-MOCTUKOB
MEMKy OCTaTKaMM LMCTEMHa HOBOCUHTE3UPOBAHHBIX
O6eaxoB [85]. Hambosiee mmoJIHO M3y4eH OKMUCIUTEJBHBIN
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SOH

GSH GS—SG

Puc. 7. ImyTaTMoHunmMpoBaHue 1 gernyTaTMOHMIMPOBaH1e
6enkos. Grx — rnyTapenoKCcuHbl

POJOMHT B IIOJIOCTY BHAOIIIA3MATUYECKO CeTy, KOTO-
poMy moxBepraioTca 0esKy, comepskaiine N-KOHIEBYIO
CUTHAJIBHYIO IIOCJIEe0BaTEJIbHOCTD, [I03BOJIAIONTYIO KO-
TPAHCJAIMOHHO IepecedYb dHJIOMEeMOpaHy U Jajiee
IIPOCJIEIOBATE II0 CEKPETOPHOMY ITYyTM B BaKyOJb, KJe-
TOYHYIO CTEHKY, I1IJ1a3zMaTUdYecKy MeMOpany [86, 87].
IIpenmonaraercs, 4To OCHOBHadA POJb S-S-MOCTUKOB
B TaKUX OKUCJIUTEJbHBIX KOMIaPTMEHTAX COCTOUT
B cTa0muiamaanuy HATUMBHOM KoH(opMmanuu 6eskoB [88].

I'71aBHBIM areHTOM OKMCJIMTEJIBHOrO (DOJIAVMHTA AB-
Jserca nporenHaucyabpuanuzomepasa (PDI), cogep-
sKaIas o Ba OCTaTKa LMCTEeMHa B KaXKIOM U3 IBYX
aKTUBHBIX 1eHTPOB [89]. Biarogapsa MHOrMOKOMIIOHEHT-
HOM peJoKC-CHUCTEME II0JIOCTY IHIO0IJIa3MaTUYeCKON
cetu 4actb PDI HaxoamuTcsa B OKMCJIEHHOM COCTOSTHUH,
JacTh B BOCCTaHOBJeHHOM (puc. 8). Oxucaenue PDI
IIPOUCXONNUT MIPU YHACTUU (PJIIAaBMHOBOM TUOJIOKCUIA3HI
EROL1 (endoplasmic reticulum oxidoreductin), koTopas
okucsgeT PDI MoJekyJIApHBIM KMUCJIOPOAOM, TeHEPUPY A
H,0,. Ynaneune H,O, MoKeT MPOUCXOAUTDL KaK B pe-
3yabTarte auddys3un B IUTOIIIA3MY 10 aKBAIOPUHAM,
TaK ¥ C IIOMOIIBIO TMOJIBHBIX II€POKCUAA3, JIOKAJINZ0-
BaHHBIX B IIOJIOCTM JHAOMJa3MaTuUdecKoi cetu [77].
Kpowme Toro, y pacrenuit, kKak 1 y MJIEKOIUTAIOUINX,
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0;!\ E PDI\ SH =!\ :!-
H,0 PDI/i

SH /i S—S—PDI—SH S ~SH
+ PDI —_— —_— [ + PDI
B & + PDI/i
H il

—S—PDI—SH

S
+ PDI\SH

ecTb QSOX — THoJBHaA OKCUIA3a, KOTOpas COBMEIaeT
¢yurrn ERO1 u PDI, okucysasa ¢ momompio O, ocraT-
KJ LMICTEVHA HENOCPEeACTBEHHO B OeJsikax-cybcTpaTax
doamuura [90].

B oxucsaennoit popme PDI HeoOxonuma ny1a obpaso-
BaHUA OUCYIb(UIHBIX cBA3ell (puc. 8B). B mpoiecce
ORUCJINTEeNbHOTO (ponpmura 6esnxkoB PDI Boccranas-
JIMBAETCS, YTO BHOCUT BKJIAJ B IIOJJiepKaHMue DajaH-
ca BoccTaHOBJIeHHOV/OKMCcaeHHO PDI. Baskuyo poJsb
B aToM Oasance Takyke urpaetr GSH/GSSG-6ydep
sHAomIaszMaTudeckoit cetn. PDI moskeT BoccTanaBIM-
BaTbesa 3a cueT GSH. Boccranosnennasa PDI yuactByetr
B M30Mepu3anuy S-S-MOCTMKOB ¥ B X BOCCTAHOBJIE-
uuu (puc. 8B).

Penokc-perynsnusa akTuBHOCTU (pepMEHTOB

CrioHTaHHBIE ¥ KOHTPOJIMPYyeMble (pepMeHTaMM OKMC-
JuUTeJIbHble Moaucukaiy SH-TpyIn BAMAIOT HA KOH-
dopmarnnio 6€JIKOB M TEM CaMbIM M3MEHAIT UX KaTa-
JUTUYECKYIO0 aKTUBHOCTD, JIOKAJIN3AIINIO, CIIOCOOHOCTD
K 0eJI0K-0eJIKOBBIM B3auMOJelicTBUAM. [1o-BuauMomy,
HauboJiee M3YYEHHBIM B JJaHHOM OTHOLIEHNM (DepMeH-
TOM sABJIeTca murongasMmarudeckass GAPDH muiexo-
ourannmx [91]. B akTuBHOM IieHTpe 3TOro pepMeHTa
comepskutca SH-rpynma ¢ moxaszaTejieM KOHCTaHTbBI
kucyoTHoct pKa = 6, koTopasa Haxonurcsa B popme
TUOJAT-aHMOHA (-S7) U IPOABJIAET CBOMCTBA CUJIBHOTO
HyKJIeo(pusia. TuosaT-aHMOH TOABEPIKEH OKUCIEHUIO
IO CYJIb(EHOBOW KMCJOTHI, IJIYTATUOHUINPOBAHUIO
U S-HUTPO3UINPOBAHUIO, YTO IPUBOAUT K MHTUOU-
POBaHMIO KaTaJUTUUECKON akTuBHOCTU. OKMCIIeHHAA

Puc. 8. OkucnurtenbHbIN dponguHr
6ernKkoB B MONOCTH 3HZONNAa3MaTH-
YecKoM ceTu.

A — OKMCNeHne NpoTenH-
p1cynbduonsomepasnbl (PDI)

nog, AeNCTBUEM TUONMOKCHMAA3bI
(ERO1) u TMONbHBIX Nepokcnpas
PRX u GPX;

b — obpaszoBaHne gucynbuaHbIX
CBsI3€/M MPM y4aCTHM OKMCIEHHOM
copmbl PDI;

B — nsomepmsaums n BoccTaHOB-
neHue AMcynbgUaHbIX CBSI3eN
NP1 y4acTM BOCCTaHOBMNEHHOM
copmel PDI

+ PDI/S -

GAPDH namnpasiseTca B ALpO ¥ BKJIOYAET IIPOTpam-
My arornTo3a. ¥ pacTeHMUii, KpoMe IMTOIIa3MaTUdeCcKoi
NAD-zasucumont GAPDH, ects mractuaubii NADPH-
3aBUICUMBIN (pepMeHT, npudeM oba pepMeHTa OUYeHb
4yBCTBUTEJbHBI K ADK [92].

Y MJIEKOIMTAIOIIMX XOPOIIO M3YYEeHbl OKUCJIUTEIb-
Hble MOAMUKAINM KaTajas. JTU IepPOKCUCOMHBIE
dpepMeHTBI IPK OKMCIIEHUN TEPSAIOT KATAJUTUIECKYIO
aKTMBHOCTB, HO IPMUOOPETAIOT CIIOCOOHOCTH BCTYIATh
B pasJymnuHble 0eJIOK-0eJIKOBblE KOMILJIEKCHI, 8 TaKiKe
IlepeMelaoTesa B AP0, MBMEHAA TaM DKCIIPECCUIO Te-
HoB. To ’xe mOKazaHo U 1A pacTeHuin [93].

VI3 pepmenToB nukga Kpebca oT oKMCIAUTETBbHO-
To cTpecca CUJIbHO CTpajaeT aKOHUTAasa, y KOTOPO
IIPOMCXONUT OKMCJIEHNE 3KeJIe30CEPHBIX KJACTEPOB
([4Fe-4S]*" - [3Fe-4S]") u cynabpruapuiabHbIX TPYIII
(SH - SOH) [94]. Cpenu depmeHTOB ITIeHTO30¢0CcdaT-
HOro IIyTy ocobeHHO wyBcTBUTENbHA K ADPK rioxoso-
6-cpocat-gerngporenasa [95].

B cusabHOI cTenmeHM oT penokc-0ajsiaHca 3aBUCAT
IIpOIlecChl, IPOTEKAalOIe B XJIOpoIacTax. MoIHy0
PEeoKC-peryaanmio uMmeeT OMOCUHTE3 XJOpPOoguia
[96, 97]. VIzBecTHO, 4TO 3TOT IpPOIlECC KOHTPOJIUPY-
erca NTRC — NADPH-zaBucumoir Trx-penykrasoin
C-tuma, coueraromieyt pysrimmu Trx u Trx-penyKrassbl,
TaK KaK B OTJM4YME OT KJyaccudueckux Trx-penykras
aKTMBHOCTb DTOTO (PepMeHTa OXBATHIBAET IIMPOKUIN
KpyT OeskoB, a He ToabKo Trx. NTRC nmognepsxkuBa-
eT B BOCCTAHOBJIEHHOM cocTosaHuu SH-rpynmns! cybbe-
muuniel CHLI Mg-xesaTassl — OQHOTO U3 KJIIOYEBBIX
depMeHTOB OMOCHHTE3a XJI0pochuiia, a Takke y ADP-

TOM 16 Ne 4 (63) 2024 | ACTA NATURAE | 57



OB30PEL

TJIIOK030-TInpocpocopuaassl — pepmMeHTa, oupene-
JIAIOIIEr0 CKOPOCTh OMocuHTEe3a KpaxmaJja. IlosTomy
npu uHrnbuposanuu NTRC nmpoucxonut HapylieHue
O6uocuHTe3a XJ0podhuiIa 1 Kpaxmaia [98].

MuorokomnonenTHada cucremMa Trx m UX penyk-
Tas, JIOKaJIM30BaHHAsA B XJIOPOILJIACTaX, HeoOXoamMa
IJIA aKTMBAIMM Ha CBeTy pubyiiozoducdocdaTrapbok-
cuyasel U Apyrux pepMeHTOB LyKia KanpBuHa: doc-
dopubynoxnnassl, poccparas rroK030-1,6-6mccoccara
U cenorentysolo-1,7-6uccocdara [98].

Bce BplIenepeuncieHHoe — 9TO NPUMEPHI MHIMONM-
POBaHMA AKTMBHOCTY (PEPMEHTOB NPV OKMCJIEHUM UX
SH-rpynmn. MeHee MHOro4ncJIeHHbI CBeeHUA 00 aK-
TuBaUUM PpepMeHTOB npu okucaernun SH-rpynmn. Oxnu
OTHOCATCS K (PepMeHTaM aHTMOKCUIAHTHOM 3aluUThI
pactennii. Tak, ackopOaTnepokcugasa apadbumoncuca
axkTuBupyercs, ecau SH-rpynmna Cys82 ruryraTnoHnIm-
pyeTca uiaM ydacTByeT B (DOPMMPOBAHUM S-S-MOCTUKA
[99]. Iumepmsanma y-riiyTaMUI-UUCTENH-CUHTETA3bI
3a cdeT oO0paszoBaHMA S-S-MOCTUKA IIPUBOINUT K aKTU-
BallMM DTOTO KJIOUeBOro pepmeHTa OmocuuTesza GSH
[74].

Cur"HajgbHasAg PoJib OKUCIUTEIbHBIX MOAMDUKALMIT
THUOJIBHBIX I'PYIII O€JIKOB

MHorue KOMIOHEHTHI CUTHAJIbHBIX IIyTell pacTe-
HUI TOJNBEPIKEHBbl OKMUCJIUTENbHBIM MOOUMPUKALIMAM.
Hanpuwmep, penenrop ABK PYR1 u HeraTuBHBIE pery-
aaropel ABK-curnanmura (ABI1 u ABI2) nnakTuBUpY-
IOTCA IPM OKMCJeHUM THoJbHBIX rpynm [100]. Baskuyro
POJIb PEeOKC-PEerysAnysa UTrpaeT B CUTHAJIMHTE CaJIM-
1mJI0BoOM KucaoThl (SA) [101]. VIsBecTHO, UTO peryns-
Top curHajuara NPR1 (koakTuBaTop TpaHCKPUIILIUM
SA-3aBUCUMBIX T€HOB) B OTCYTCTBUE SA HaXOOUTCA
B LIMTOIJIa3Me B OJIUTOMEPHOI popMe, oA IepsKmBae-
MOV S-S-MOCTMKaMMU. S-HUTPO3UJINPOBaAHNE YKPEILIAET
5T0 osmromeproe cocroauue [102]. Curres SA B or-
BeT Ha HalaJleHMe MaTOT€HHbIX MUKPOOPTaHU3MOB BbI-
3BIBAaE€T OKMCJMTEJbHBIN CTPece, IPUBOAAIIMI K KOM-
IIEHCATOPHOMY YCUJIEHMIO aHTMOKCUIAHTHOM 3alllUTHI,
BrJOUadA aktuBauuo Trx [103]. Tuopemoxrcuubl BoC-
cTaHaBAMBAIOT nucynbguauble MocTuky y NPR1, osm-
rOMep AVICCOLMMPYET U AMMEPBI HAIIPaBJIAITCA B ALPO,
Iie BCTYIAIOT B KOMILJIEKC ¢ (pakToOpaMy TPaHCKPUII-
num TGA 1 aKTUBUPYIOT TPAHCKPUIIIIMIO CBA3AHHBIX
¢ matoreHe3oM 3amuTHbIX PR-renos [104, 105].

Y KMBOTHBIX XOPOIIO M3ydeHa akTuBauua MAP-
KMHA3HOTO Kackazna ¢ nomoubio ADPK. ITenTpanbHyo
poJsb B 3ToM mpoiiecce urpaet ASK1 — MAP3K, koto-
pas HeaKTMBHA, ecJiM CBA3aHa C BOCCTAHOBJIEHHBIM TTX.
IIpu oxkmucauresbHOM cTpecce Trx OKMUCIAETCA U Te-
paet cBa3b ¢ ASK1, 4TO OIPpUBOAUT K AUMEPU3ALIUN
ASK1, ee aBTodocchopunmpoBaunio u aktusanym [106].
Tax samycraerca MAP-knHa3HBIN Kackayd. Y pacTeHUNR
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U3BECTHA CEpPUH-TPeOHMHOBaA nporemHkuuaza OXI1
(oxidative stress inducible), koTopasa akTuBUpyeTCcs
B YCJIOBMAX OKMCJIMTEJHHOIO CTPECCa, BHI3BAHHOTO Ha-
ITafieHyeM IaTOTeHOB JMJIM OTPAaBJIEHMEM TAMKEJbIMU Me-
TaJIaMi, YTO B UTOre MPUBOAUT K akTuBaumu MAP3/6
[107]. OgHako HENIOHATHO, HA KaKOM ypPOBHE dTa KMU-
Hasza BrJO4YaeT MAP-KMHa3HBIN Kackaj, akTUBUPYET
MAP3K, MAP2K wmnn HenocpenctBerHo MAPK?
Bosee 20 ser Hazay Ob1IM MOJIyUYEeHBI IEPBbIE JOKA-
3aTeJIbCTBA CyllecTBOBaHMA y pactenuit APK-axkTuBu-
pyeMbIX KaTMOHHBIX KaHajsoB [108, 109]. B macrosiiee
BpeMmsa Jemuadunk u coast. [110, 111] pa3BuBaOT KOH-
nenuuoo Tak HasbiBaemoro ROS-Ca?t-xaba — cursajb-
HOTO y3J1a B IIJIJa3MaTMYECKO MeMOpaHe pacTUTeJIbHON
KJIETKM, OIIepaTopa He TOJIbKO CTPECCOBBIX PEeaKLii,
HO TaKsKe M BKJIIOYEHUS PALA KOMIIJIEKCHBIX IIPO-
rpaMM paszButusa pacrenuit. Ca*"-npoHniiaemble KaTu-
OHHBbIE KaHAJbI AKTUBUPYIOTCA B OTBET HA yBeJUYUEeHUE
npoaykuuyu “OH B KJIeTOUYHBIX CTEHKaX U OIOCPeny-
0T BXOJ B KJeTKy moHoB Ca?" u Bmixonm mouos K*.
IloBpimenne ypoBHs 1uro3oabHoro Ca’t Briwuaer
CUTHAJIBHBIE M PEryJIATOPHBbIE KACKAABbl PACTUTEIHLHON
kaeTky [111]. Kpome TOro, OTKpbIBaHME ITUX KaHa-
JIOB MOKeT OBITH OIlIOCPeNOBaHO (POCOPUIMPOBAHK-
eMm oz nevicrBueM nporerHknHassl HPCA (hydrogen
peroxide calcium). HPCA — mpexncraBuTesb ceMelicTBa
peLenTopHbIX KMHA3, BHEKJIETOYHBIN JOMEH KOTOPBIX
COZIEPSKUT HECKOJIBKO pPelOKC-4yBCTBUTEJbHBIX SH-
rpynn [112]. IIpu ux oxkucaerun anomyacTHbIMI ADPK
IIPOMCXOAUT aBTOPOCHPOPUINPOBAHME IIUTOIIIIA3MATH-
gyeckoro gomeHa HPCA, 4To nmpuBOOAUT K aKTUBAIUA
depmenTa, pocopUAMPOBAHNIO ¥ OTKPHIBAHMUIO KaJIb-
LIMEBBIX KAHAJIOB ILJIa3MaTU4YecKoil MmeMOpansb! [113].
JI3BecTHO, 4TO OpraHessIbl MOTYT CUTHAJIMU3MPOBATH
AAPY O CBOEM COCTOSHUM OKMCJIMTEJBHOTO CTpecca
¥ M3MEHATb TPAHCKPUIIINIO AJEPHBIX 'eHOB. B mepok-
CIMCOMAaX BTOT PEeTPOrPafHbIli CUTHAJIMHT CBA3aH C OVIC-
¢dyurumelt karanassl [114], B MUTOXOHAPUAX — C OUC-
dyHKIMEN aJbTepHATUBHON OKcyaassl [115]. Hamnbogee
U3ydeH XJIOPOIJIACTHBIM PeTPOrpafHblil CUTHAJMHT
B YCJOBUAX OKMCIUTEJbHOTO cTpecca [101, 107, 116],
KOTOPBIN APKO MPOABJAETCA y MYTAHTOB apabumon-
cuca 1o O6uocuHTE3y XJ0poduMiiIa. DT MYyTaHThI Ha-
KaIlJIMBaIOT MHTEePMEAMATHI, 00JIafaollye CBOJCTBAMMI
doToCceHCHONNIM3aTOPOB U TeHEPUPYIOIIVE CUHIJIET-
HBIM Kucaopon. Curuajs od OKMCJAMTEJIBLHOM CTpecce,
BO3HMKAIOIUI B XJOPOIJIACTaX Ha CBETY, Iepena-
erca B Axpo npu nocpexnctse 6eaxkoB EXE1l n EXE2
¥ BKJIIOYAET IIPOTPaMMy JIOKAJIbHOM KJIETOYHON CMEPTU
[117]. Currnerseni kuciopon okucasger Trp643 8 EXEL
apabuponcuca, 4To IPUBOAUT K TUAPOJIUIY ITOTO OeJi-
Ka II0oJ NIeMiCTBMEM XJIOPOILJIIACTHOM MeTaJlJIONPOTeaskbl
FtsH. B perporpaiHOM CUTHAJMHIE B AAPO O MOABbEME
CUHIJIETHOTO KJCJIOPOJa M IEPOKCHIa BOAOPOJA B XJIO-
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portactax y4dactByeT 6esok GUN1 [118]. Ommcan Tak-
JKe peJIOKC-CUTHAJIVHT, OIIOCPEeNOBAHHbBIM HAKOIJIEHVEM
B XJIopoImtactax 3-cpocdoanenosun-s-gocdara (PAP).
PAP makanauBaeTcsa B YCJOBUAX OKUCIUTEJBbHOTO
cTpecca u3-3a OKMCJIeHUA 1 nHakTuBauyy PAP-KuHa3b!
SAL, kataymaupymoIen ero npeppaienne 8 AMP [116,
119].

IIpuBeneHHble CBeEHNS IIOKA3BIBAIOT, YTO y4YaCTHeE
penoxkc-monuduranmuii 6eJIKOB B CUTHAJMHIE ¥ pac-
TEHUI YacTO OIOCPELOBAHO O00pPATMMON aKTUBAaIME/
VHAKTUBAaIMEN, U3BMEHEHVEM CYyOKJIETOUHOM JIOKaJIM3a-
IMY Y TIOJBEPSKEHHOCTY Aerpajanyy IIPpOTeacoMaMI.

3AKINHFOYEHME

Bosunkmasa B konne XX BeKa HOBas HayKa IIPOTEO-
MMKa IIOCTaBuMJIa Iepen coboil 3amady M3ydeHNUs Bce-
ro MHOT000pas3usa coObITUI, IIPOUCKOAAIINX C DeJKaMM
B »KUBbIX opraHmuamax: IITM, TpaHcnopT B mpepesaax
U 3a IpejAesyiaMM KJETKM, B3BAMMOJENCTBIUE C IPY-
MMM MOJIEKYJaMM ¥, HaKOHeI[, YaCTUYHASA U II0JHAas
nerpapanusa. IITM (dpocdopunaupoBanmue, raIuKO3U-
JMpOBaHME, METUINPOBaHNE, alleTUINPOBaHNe, Kap-
OOHMJIMPOBaHME U OPYTUE), KAK IPABUJIO0, U3YUAIOT
Ha JIeHAaTYPMPOBAHHBIX 0OeJKax, coueTas pas3JnduHble
MeTObI XPOMATOTPa(PUIecKoro PpakiMoOHNPOBAHNA
U Macc-CIEeKTPOMETPUYIECKOI uaeHTuuraimm. HoBble

MEeTOZOJIOTUM II03BOJIAIOT He TOJbKO BBIABJIATH IITM,
HO U IIPOCJIEIKUBATD UX AMHAMUKY, BIUAHNE Ha JIOKA-
Jausdanuio 6eJKOB, UX IOABEPIKEHHOCTh Aerpamaliuu,
B3aMMOJIEVICTBYE C APYTUMM OesJKaMy, HyKJIEVMHOBbIMU
KJMCJIOTaMM UM MaJbIMMu MoJiekysnamu [120]. StoT mpo-
rpecc 3aTPOHYJ U PeISOKC-IIPOTEOMUKY, OCODEHHO IIpOo-
TEOMMKY TMOJbHBIX rpynm [121]. B nanaom ob63ope
MBI ONMCAJM XMMU3M BasKHEMINX pefoKc-Monmdu-
Kauuii 6eJIKOB pacTeHMi, IOAPOOHO M3yUEeHHBI 3a I10-
cJenHUe NecATUIJIeTUA, a TaKyKe IIPeICTaBUJIN CBeJe-
HuA 00 UX IpeprosiaraeMoM 3HadeHuu. BoJsiee moJsiHoe
pacKkpeITHe (PYHKIMOHAJBHOIO aclleKTa peroKCcC-MOIN-
(puranmii 0eJIKOB — OJIHA U3 AKTYaJIbHBIX 3a7ad4 IpoTe-
oMyKu pacrenuii. HemaBHo cos3nmaH MHMOPMAIIOHHBIN
pecypc «Plant PTM Viewer» (https://www.psb.ugent.
be/PlantPTMViewer), KOTOPBIil IIPEeAOCTABJSET IINPO-
Kuit Habop MHCTPYMEHTOB I aHAJIU3a ITOTEHIMATIbHON
post ITTM pa3nmyHbIX 0€JIKOB B KOHTEKCTE CHCTEMHO
O6uogyornm pacrtenuii [7]. B HacTosmee Bpema Pecypc
Plant PTM conep:xut nagopmanuio o dosee gem 300
Teicagax IITM GoJsiee yem B 130 Thicsiuax 0OeJIKOB,
B TOM 4ucJe 00CYKIAaeMbIX B JaHHOW CTAaThe. ®

Hccaedosarue 8bvinoaneno npu noddepicke epanma
Poccuiickozo nayunozo gporda Ne 20—16—-00086-I1.
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