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HEKOTOPBIX ero romosioros. Yacres 1. O030p npood1eMbil.

Teopernyeckass MoaejIb

“E. 10. Kanaposckuii®, O. B. Slatbruenko®, H. H. Copunyoii®

aUncmumym npuxnaonoti pusuxu AH Mondose,
yi. Axademuuecxas, 5, 2. Kuwunes, MD-2028, Pecnybnuxa Monooea, e-mail: kanarovskii@gmail.com

bHHcmumym xumuu AH Monooswt,
ya. Akademuueckas, 3, 2. Kuwunes, MD-2028, Pecnybauxa Monoosa

IIpencraBnena nepBast 9acTh TEOPETUUYECKOTO UCCIIEAOBAHMS, TOCBAIIEHHOIO ONMUCAHUIO KUHETUKU U
MeXaHu3Ma TIpolecca JHUMUIHON NEepOKCHAAllMM C Yy4YacTHEM KOMIUIEKCOB ITUTOXpoMaC H
KapJUOJUIMHA C YYETOM BIHUSHMS aHTHOKCHAAHTa. PaccMOTpeHBl OCHOBHBIC KOMIIOHEHTBHI CHCTEM
A®K (aktuBHBIX ¢opM kuciaopoaa) U AO3 (aHTHOKCHAAHTHOM 3amIMTBI) M HMX CBOWCTBA.
OO6cyxaroTcst KItoYeBble 0COOCHHOCTH (DYHKIIMOHUPOBAHHS JaHHBIX CUCTEM M pa3lIMuHbIC KaHAJbI
BIMSIHUA UX KOMIIOHEHTOB Jpyr Ha JApyra Kak BHYTPUCUCTEMHBIE, TaK U MEXKCHCTEMHBIE,
CYIIIECTBEHHBIE JJIsI ONTHUMAIBHOTO B3aMMOJCHCTBHS 3THX CHUCTEM B opraHm3Me. B o63ope ocoboe
BHHUMAaHHE YJIEJICHO SKCIECPHMEHTAIBHBIM paboTaM, B KOTOPBIX H3YYalOTCS CBOWCTBA M CTPYKTypa
KOMITJIEKCOB INTOXPOMa C ¥ KapIUOJIMIIMHOB Pa3JINYHbIX THIIOB, U TPOSBIIAEMast UMH NEPOKCHIA3HASL
aKTHBHOCTb. B [IOTOMHEHHE K J[ABYM H3BECTHBIM CIOCO0AaM pETYIMPOBAHMS IEPOKCHIA3HOM
aKTMBHOCTH 3THX KOMIUIEKCOB, OOCYXIAaeMbIM B JINTEPAType, HNPEATI0KEHO YUUTBHIBATh €IIE OJIUH
CII0Cc00, KOTOPBIA CBfA3aH ¢ BOSMOXKHOCTBIO BKJIIOYEHHS MOJIEKYJ JHIIOQHIBHOTO aHTHOKCHUIAHTA B
COCTaB HCCIEAyeMbIX KOMIUIeKcoB. Ilpemiaraemslii cmoco0® peryiupoBaHUs —IEPOKCHIA3HOM
AKTHBHOCTH, TOBBIIIAs 3(PPEKTUBHOCTh KOHTPOJS MEPOKCHIA3HOTO MPOILECCa, OTKPHIBAET HOBBIC
BO3MOXKHOCTH [l  PEryJUpOBaHUsl IIpollecca amonro3a Kierok. Ha ocHoBe aHamusa
9KCIEPUMEHTABHBIX paboT 1O JTaHHOW mpobieMe chopMysIMpoBaHa TEOpEeTHYECKas KHHETHYECKas
MOJIelb  NEPOKCHJA3HOTO Ipoliecca, BKIOYAMOMAs JBa IMyTH MPOTEKaHHA peakLui
(epMEHTaTUBHBII TyTh C y4YacTHEM KOMIUIEKCOB IUTOXpOMa C ¥  KapJAHOJNUIMHA U
He(epMEHTATHBHBIH IyTh C Yy4YacTHEM CBOOOIHBIX pamgukanoB. Cucrema andQepeHIaIbHbIX
YpaBHEHHH, ONKCHIBAIOIAS KHHETHKY IPOIECcCca JIMINUIHOM MEpOKCHAAINH, MOCTPOEHA C YIEeTOM
WHTHOMPYIOUIETO BIMSHHUS AaHTHOKCHJaHTa. [lomydeHHas MojenbHas CHCTEMa KHHETHYECKHX
ypaBHEHHH OyneT NpUMEHEHa Ui HU3Y4YEHHs W CPAaBHEHMS AHTHOKCHIAHTHBIX AaKTUBHOCTEH
putamuHa E (a-Tokodepoia) u HeKOTOPBIX €ro TOMOJIOTOB C YKOPOUEHHON GOKOBOM IIEMBIO0, OITHPAsCh
Ha CYILECTBYIOIINE TEOPETHUECKUE U IKCIIEPUMEHTAIbHBIC TaHHBIC.

Knrouesvie cnosa. anmuoxcuoanmuas AaAKmueHocmbv, KOMNIEKC Kapduwmmma u yumoxpoma C,
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OOmmpHBIE  HWCCIEAOBAaHUS  OMOXMMHYCCKHX
peakimii ¢ yqactueMm cBoOomHbIX panukanos (CP) B
KHBOM OpraHU3ME IMPHUBEIH K KOHUEMIUU OKCHIA-
THBHOTO CTpPecCca KaK MaTOJIOTUYECKOTO COCTOSIHUS,
BBI3BAHHOTO H30BITOUHBIMU KOHIEHTparmsMu CP.
3HAUATENTFHOE  TPEBBIMICHUE  (PU3HOJIOTHICCKH
HopMmanbHOTO ypoBHA CP HaGmomaercs mipu
pPaJAMalMOHHBIX, MEXaHWUYECKUX WIH XHUMHUYCCKUX
MOPAKEHHSAX, BbI3bIBAs NECTPYKIUIO TKAHEH H3-3a
Pa3sBUTHSA BOCHATUTEIBHOW pPEaKIiu, KOTOpas MpU
XPOHUYECKOM TCUCHWH MOXET TMpPUBECTH K
ormyxoneobpa3oBanuio. Bricokuit  ypoBeHr CP
HMEEeT MECTO M TpPH MOCTHIIEMHYECKUX, pemep-
(Y3WOHHBIX M THIEPOKCHUECKUX TOBPEKACHUSIX, a
TAK)Ke XapaKTepeH i  IIeJoro  psja  maTo-
JIOTHYECKUX COCTOSIHUH MPH CEepACYHO-COCYTUCTHIX,

OpOHXOJIETOYHBIX M APYruX 3abomeBanmsax [1-7].
BCHeI[CTBI/Ie MHOT'OYHCJIICHHBIX OKCIICPUMEHTAJIBHBIX
JaHHBIX 00 AaKTHBHOM IIaTOJIOTHYECKOM BIIMSHHU
OKCHIaTHBHOIO CTpecca Ha PsJ JIETeHEPaTHBHBIX,
BOCITIAJIUTENIBHBIX W CHCTEMHBIX 3a00JI€BaHUiA, a
TaK)Ke Ha TPOIECC CTapeHHs, OONBIIOE BHUMAHHE
CTano yaensatbes usydenuto poaun CP B pasBuTHH
Oone3Hell YelmoBeKa W CrMoco0aM 3allUThl OT HMX
JENCTBHS C MOMOIIBIO AHTHOKCHIAHTOB Pa3InYHbIX
BuzoB [5-14].

Ha HavaabHBIX JTanax HCCEIOBaHUH
CIOXHWIOCh MHeHue, uro CP  urparoT TOJBKO
HETaTHBHYIO POJIb B )KU3HEAESITEIBHOCTH KIIETKH, HO
B HACTOSIIEE BpEMs IPOMCXOAUT CEPbE3HBIN
MePECMOTp B3IJISAI0B HA MX 3HAYCHHUE IS KJIETOK U
JKHBOr0 opranmsma B 1enoM [15]. Beigenstor
HECKOJIbKO OCHOBHBIX (DYHKI[HH, BbIONHSEMBIX CP
B OpraHusMe. 3aluTa MPOTHB HWH(PEKIHOHHBIX
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areHTOB, Yy4YacTHe B CHTHAIBHBIX IpoIleccax;
Moau(uKamusg ~ MOJICKYJ,  yYacTBYIOIIUX B
MeTabOoJIM3ME JKUBBIX CYIIECTB; U, COOTBETCTBEHHO,
MOBpEXAAoNIee AeUCTBIE HA KOMIIOHEHTHI KJIETKU 1
Ha MHOTrHWe (U3HOIOTHYECKUE MPOIecChl B HEH,
TaKHe Kak UMMYHHast perysuus, u ap. [7-11, 15].

MeTabonu3M JKHBBIX CYIIECTB B  adpPOOHBIX
YCIIOBUSX HEMPEMEHHO CBsI3aH € MIYNUMH Ha
KJICTOYHOM ypOBHE MpOIECCAaMHU KHCIOPOIHOTO
OKHCJICHUS Pa3IMYHbBIX CyOCTPATOB, B X0JIe KOTOPHIX
obpasyroTcs akTtuBHBIE (GopMbl kuciaopoaa (ADK).
Jannas rpynna OOBEIUHSACT pa3IUYHBIC  TI0
XUMUYIECKOMY COCTaBy " peaKIMOHHOM
CMOCOOHOCTH MOJICKYJBI M PaJUKaNbl, COMEPKAIIIC
kuciopon. K HHM OTHOCSTCS Kak CBOOOJIHBIC
pamuKanbl. Cymepokcua aHuoH-pagukan <00,
TUIpOKCHIbHBIN  pamukan HOe, rumpomnepokcu-
neHEIN pagukan HOOe, meracTaOMIBHBIA paguKai
NO (oxcum asora (l)); Tak u HepaauKalbHBIC
AKTHBHBIC MOJICKYJIbI/MOHBI: CHHTJICTHBIH KHCIOPOJ
'0,, mepoxcun (mepekmcs) Bomopoma  H,O,,
nepokcuautput ONOO™, runoxmnopur-annon ClO7,
okcun azora (IV) NO, m nmp. Ux peakiuoHHbIC
CIOCOOHOCTH W BpeMsSl JKM3HH 7 CYIIECTBEHHO
OTJINYAOTCS or HaHocekyHn gnsi  HOe,
MUKPOCEKYH/I JIIs o, (B Bome k=1/r~= 3,2:10°s!
[16], HO B 3aBUCHMOCTH OT PACTBOPUTEIS €r0 BpEeMs
KHU3HU MOXKET OBITh JI0 HECKOJBKUX HAHOCEKYHI), U
munmucexyan s H,O, [6, 16] 10 gacoB u maxe
nHel (yOuceMUXMHOHHBIN paaukan) [1-4].

Jlnst KMBBIX OpPTaHU3MOB XapaKTepHO HalMuue
JBYX TPHUHIUITHAIGHO OTINYAIONIMXCS WCTOUHHUKOB
ADK: pamukanbHbBle OKHUCIHTEIBHBIC PEAKIMA |
(hepMeHTaTHBHEIC peaknun B cucTeMax,
COJIep)KallluX METAJUTbl TePEMEHHON BaJICHTHOCTH.
IMosiBnenne ADK B 000ux ciiydasx eCTh pPe3ysibTar
HEMOJIHOTO BoccTaHoBIeHUs: monekynbl O, [6, 17].
B mpomecce  MO3TamHOTO  OJHOAJIEKTPOHHOTO
BOCCTAHOBJICHHsI MOJIEKYJISIpHOTO Kuciopoga O, mo
Bogel H,O mocnenoBatensHo momyuaem: OO0,
KOTOPBII B TPOTOHHOM PacTBOPUTEIIC MOXKET OBITH B
BHUC HOO', HzOz, HO' u Hzo [17]

B Owuonornyeckoli KieTke B  OOJBIIMHCTBE
CIlyyacB TPUIUICTHBIH KHUCIOPOJ Kak pearcHT
HETIOCPE/ICTBEHHO HE aKTHBEH (32 MCKIIOYCHHEM
peakumii ¢ daBunamu [17]), mockonbKy Ui HEroO B
(U3HOTOTHYECKUX  YCIOBUSIX MPSIMBIC  PEaKIHU
OKHCJICHUSI CHHTJIETHBIX CyOCTpaToOB ¢ MOJy4YeHUEM
CHHTJIETHBIX MPOAYKTOB KpalWHE MaJOBEPOSTHBI

(3anpemiensl 1o cnmHY). UYTOOBI  peann3oBaTh
HEo0X0IUMBbIe Ui KU3HEESTeIbHOCTI
OMOJOTMYECKOM  KJIETKH  PEaKIMH  OKUCJIEHUS
OpraHMYEeCKUX COEAMHEHUH M  TPUILIETHOIO

KHCJIOPO/IA, CYHIECTBYIOT TPU IMyTH HCIOJIB30BAHUS
€ro OKWCJIMTENLHOrO moTeHImana [17]; mmbo
WMHHIMAIMS PEAKIHii 110 paJuKaJIbHOMY MEXaHHU3MY,
1100 BO30OYXKIEHHE €r0 B CHHIJIETHOE COCTOSIHUE C
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MOCIICYIOMIEeH peakiuel, MO0 aKTHBAIUSI €ro

dbepMeHTaMHU.

Cunrnertssiii  kuciaopon 'O, B OTIMUME OT
TPUIUIETHOTO, OOJIaZaeT JOCTATOYHO BBICOKOM
PEaKIMOHHOW CIOCOOHOCTBIO M B TNPHHIMIIE

Croco0eH BCTYMaTh B PEAKUUU C OPraHUYEeCKUMH
COCJIMHEHUSIMHU, HAITPUMEDP, KOHCTAHTA CKOPOCTHU €T
B3aUMOJICHCTBUS c MOJIMHEHACHIIEHHBIMA
KUPHBIMH KHCJIOTaMHU COCTaBIISIET
k~10%:10°M™'s™. Ommako oH u OdeHb OBICTPO
TYIIUTCS B OpPraHu3Me, MpHYeM TYyIIEHHE 10
busnuecKoMy MEXaHU3MY 3HAYUTEIHHO
npeoOiazaeT HaJ TYIICHHEM [0 XHMHUYECKOMY
Mexanusmy [18], Tak, st a-Tokodepona KOHCTAHThI
cKopocTeit COOTBETCTBYIOIINX MPOIIECCOB:
k~10°M7s? u k~10°+10" M's™. Taxxke odens
BBICOKA CYMMapHas CKOpPOCTb €ro TYIICHHS Y
ructuauHa u Tpuntodana K~ 3+5.10' M7, a
MaKCHMaJbHO BBICOKOW SIBJISETCS CKOPOCTh €ro
Tymenus f-kaporurom Kk ~ 10 M's™ [16-18]. Bo
MHOTHX (DEpPMECHTATHBHBIX DEAKIHSIX CHHIJICTHBIH
KHCIOpON  o0pa3yercsi KaK  COIYTCTBYOIIUI
npoaykr. OH Takke 4yacTo oOpa3yercs B peakluu
pekomOunanmu  *O0O~ [17], a y pacreHuii B
(GOTOMHAYIIMPOBAHHBIX PEAKIHUSIX — TPU YYACTHU
xmopoduiros [16].

OCHOBHBIM HUCTOYHUKOM o0Opa3oBaHUA
cynepokcun aHuoH-pamukana *OO~ B IKUBBIX
OpraHu3Max SIBJISIOTCS (JEPMEHTATUBHBIC CHCTEMBI,
Takke OH o0pasyercss KaK MpPOMEXYTOUYHBIH
OPOAYKT B  HEKOTOPBIX  He(epMEHTaTUBHBIX
OMOXUMHMYECKHX pPEaKIUsAX B KIETKax. AHHOH-
panukan *O0~ uMeer am(pOTEpHBIE OKHUCIUTEIHHO-
BOCCTAaHOBHUTEJBHBIE CBOICTBA, MOXET OKHUCISATH H
BOCCTAaHABIMBAThL HOHBI METAJUIOB IEPEMEHHOM
BaseHTHOCTH. Kak mHykimeopun ¢OO~ cmocobeH
OKUCTATE Pochomunuasl 6moMeMOpaH U BBI3BIBATH
OKHCIIUTENbHYI0 MOIU(HUKALNIO PA3THUHBIX OCIKOB,
JIUIMONPOTEHOB ¥ HYKJICOTHIOB, HO CHJA €ro Kak
okucnutens HeBenuka [17]. imeet Gosnblioii paanyc
JNEWCTBUS, CpaBHUMBIH C  pa3MepoOM  KIETKH
~0,3+0,5 MkM, a, HaxomsiCh B MPOTOHHUPOBAHHOUN
HedtpanpHoii popme HOOe, MokeT NIpPOXOAHUTH
yepe3 MeMOpaHbl kieTok. OJHAKO Ha KIETOYHOM
ypoBHE ero 3PHEKT CTPOro JOKAIU30BaH Oyaroaaps
CYIIEPOKCHJINCMYTA3e, a TaKxke HU3KO-
MOJICKYJISIDHBIM aHTHOKCHIAHTaM: Tak, BHTaMHH E
WHAKTUBUPYET €ro MOCPEACTBOM (PU3UUECKOTO
B3amMoneiictBuss  Ha paccrosuun  ~ 50 A, Ero
NPOTOHMPOBaHHAs HeHTpalbHas GopMa — pajuKal
HOOQe — HeMHOro 0o0see CUIBHBINA OKUCIUTEND, YEM
°00", Ho, kak u *O0", coxpanser amdoTepHBIC
OKHCIIUTEIbHO-BOCCTAHOBUTEIIBHBIC CBOMCTBA
[6, 17]. B uenom 007, kak u HOOe, moryt 6bITH
OKHCIIUTENSMH TOJIBKO TEX COCITUHEHHUH, KOTOpPbIC
00pa3yloT yCTOWYHMBBIC PaJHMKaIbl MPH OTPHIBE OT
HUX ojekTpoHa (mporona B caydae ¢ HOQe).



[Tostomy wame Bcero pamukaiasl *OO0~ mw HOOe
CTaHOBATCS ucTOoyHMKamMu apyrux ADK, B
YaCTHOCTH, AUCMYTHPYS A0 MEPEKUCH BOAOPOA.
ITepexucn BOZOpOIA OTHOCHUTEIHHO
ctabuibHas  MOJEKyJia, I[O3TOMY  CHOCOOHa
muddyHaupoBath OT MecTa ee 0Opa3oBaHMs Ha
3HAYUTENHHBIC paccTostHuUs, u, Oymyumn
HEUTpaIIBHON, MOXKET MPOXOJHUTH depe3 MEeMOpPaHbI
kiIeTok. CuuTaeTcss OKHCIHUTENEeM CpeJHEH CHIIbI,
TEM HE MEHee B JKHBOH KIETKE KaK OKHUCIIUTENb
JIEWCTBYET TOIBKO IpH yuacTuu (hepmeHToB [17].
I'mapokcunbHbIl  paaukain, SBISSACh  OYEHb
CHJIBHBIM  OKUCIWTENeM, 1pU  HOPMalbHOM
(hyHKITMOHUPOBAaHUHT KIICTKH yaie BCETO
oOpasyeTcsi U3 TEPEeKHCH BOAOPOJA IPH €€ OIHO-
3NIEKTPOHHOM OKHCJICHUH, KaTaJu3upyeMOM
JKEJIe30CO/IePKAIMUMH  COEJIMHEHUSIMH,  BCerna
HAMEIoIIUMHUCS B KieTkax [6, 19, 20]. Taxxe pagukai
HO+ Moxer ObITh 00pa3oBaH NpU B3aUMOICHCTBHU

00" ¢ H,O, u H*: H,0, + 00" + H >
H,O + O, + HOs. DTOT KHCIOPOIHBIA  paguKal
OYEHD BBICOKOPEAKIIMOHHBIH 5 HACTOJIBKO

KOPOTKOXMBYIIHH (iN VIVO ero Bpemst )H3HH OKOIIO
10°¢, a pamayc auddysuu ~23A), uaro mu y
Kakoro THUNAa JKUBBIX KIETOK HeT (epMeHrTa,
KOTOPBIi ycmen OBl ero 00€3BpeINTD.
EnvuHCTBEHHBIMHM 3alllUTHUKAMU KJIETKA OT HETro
OyAyT  HHU3KOMOJIEKYJSIpDHBIE  aHTHOKCHIAHTEHI,
npexnae Bcero BUTamuHBI E m C, TIyTaTHOH,
youxuHOH  ko’H3uM Qi m  f-xaportuH
(mpeAIIeCTBEHHUK BUTaMUHA A), TIPH JOCTATOYHOM
YpOBHE HX KOHIIEHTPAIUil B OpTraHU3Me.

B pabGore [15] mpemaoxkeHo BBIAETATH W3
cucreMbl ADK oraensHyro rpynmy, oO0BeIUHSIO-
LIYI0 YYaCTHUKOB W MPOIYKTHI LEMHOTO OKHCICHHS
JIMITUIOB. JIMNHIHBIE paaukansl (ankuibHble Le,
ankokcuiabHble LOe wu  mepokcuibHbie LOOe
paauKaibl) ¥ JMIUIHBIE TEPOKCHIIBI, IPEXKIEC BCETO
rugponepokcuabl (LOOH). Dta rpynna «akTUBHBIX
dopm mummnos» (ADJI), Kak MOAYEPKHUBAECTCI B
[15], 3ameTHO oOTAMYaeTcs OT TPYIIBI YHUCTO
kucnoponaeix ADOK mo mexaHuzMmy o0Opa3oBaHUsS U
NEeHCTBUS ee KOMIIOHEHTOB, [0 pSAy WHINBH-
IyalbHBIX CBOWCTB M (D)YHKIMOHAIBHBIX Pa3IUYuUi,
NpOSIBISIEMBIX ~ MMH B JKMBOW  KIETKe, IO
COOTHOIICHHI0O WX  KOHIIEHTpamud,  KOTOpoe
3HAYHUTENIFHO BapbUpPyeTCS B XOJE Pa3IHMYHBIX
KJIETOYHBIX TMpOLeccoB. BaXHO OTMETUTH, 4TO
CYIIIECTBYIOT HEKHE TIOPOTOBBIE YPOBHU MPOAYKIAU
ADK u ADJI, Bbillle KOTOPHIX OHU CTUMYJIUPYIOT
MPOIIECC aroITo3a, MPUBOAS K THOENIHM KICTKH, a
HUKE€ KOTOPBHIX OHH TIPUHUMAIOT ydYacTHE B
CHUTHAJBHBIX  Tpoleccax. lakue  ToKa3aTelu
OpraHu3Ma KakK pOKIaeMOCTb W (DepTHIBHOCTH, a
TaKKe CIIOCOOHOCTh K ajanTalud, CTapeHue |
BO3pacTHbIE OOJE3HH 3aBHCAT OT BEIWYMH OTHX
IIOPOTOBBIX  YPOBHEW.  BBICOKMM  NOPOroOBBIM
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ypoBHAM ADK u A®JI COOTBETCTBYIOT BBICOKHE
YPOBHU (EPTHUIIBHOCTH U POXKIAEMOCTH, OIHAKO
BEPOSATHOCTh pa3BuTHUs MUTOXOHJIPHATTBHBIX
3aboneBaHmii Take OymerT Benwka. M30BITouHAS
npoaykuuas AD®K u ADJI npuBoIuT K YCHIIEHHUIO
pa3IMYHBIX BHUJOB CHUCTEMHOTO METabOINYEeCKOro
cTpecca (oxcumaTHBHOTO, KapOOHWIBHOTO,
HUTPO3aTUBHOTO M PEAYKTHBHOIO) B OpraHH3ME H,
KaK CIEJCTBHE, K CHIDKEHUIO MPOAODKUTEIHEHOCTH
JKU3HU  M3-32 Pa3BUTUSA  CEPIEYHO-COCYIHCTHIX
3a00IeBaHMH, nnabera, 3JI0Ka9€CTBEHHBIX
mporieccos u T.1. [6, 15].

DBonouyst  ocymiecTBuiIa (M OCYIIECTBIISCT)
0oTOOp TakuM 00pa3oM, YTO TE€ JKUBHIE OPTaHH3MBI,
KOTOpble oOnananu Oonee THOKOW u  OBICTPOI
CHUCTEMOW  aHTHOKCHAaHTHOW  3amutel  (AO3),
MONTyYald TPEUMYIIECTBO B Pa3BUTHUH Kak BUA. Y
BCceX BHIOB dykapuor cucremMa AO3 mMmeeT cBOHM
(YHKIIMOHAJIbHBIE OCOOCHHOCTH, HO TJIABHBIC YEPThI
Y OPUHLMIBL €€ B3auMoaencTBus ¢ cuctemoit AGK
BO MHOTOM CXOJKH, U B YCIOBHUAX (PU3NOIOTUIECKON
HOpPMBI JKMBOH OpraHu3M CrocodeH 3(QeKkTUBHO
KOHTPOJIUPOBATh Pa3HOOOPa3HbIE OKHCIUTEIbHBIC
MPOIECChl,  BKJIIOYAs  MMEPEKHCHOE  OKHCJICHHE
mumagoB  (ITOJI). Csom  3ammrHBIE  (YHKIIAH
cucteMa AQO3 BBHINONHAET 4Yepe3 peryjIupoBaHHe
KoHUeHTpanuii CP pasHbIX BHIOB U CKOpPOCTEH
PaAUKaTBHBIX U OKHCIIHTEIHHO-BOCCTAHOBUTENBHBIX
peakiuii. B obmem ciyuae cuctema AO3 mo00ro
JKUBOTO OpPraHM3Ma BKIIOYAET B Ce0s JBa IIABHBIX
(GYHKIMOHAIBHEIX 3BeHa. 1) ¢hepmenmnoe u
2) negpepmenmnoe. KOMIOHEHTHBIH COCTAB 3THX
3BCHBEB Y aHAa’IPOOHBIX OPraHU3MOB, KOHEUHO IXKe,
OTIIMYAETCs, TaK KaK OKHUCIIIONUM CyOCTpaTtoMm y
HUX sBJseTcs He Kuciaopox (u ero Qopmel), a,
Hampumep, cepa win a3oT (u ux ¢opmbi). Tem He
MeHee, U B cocTaBe cucteMbl AO3 3TUX OPraHU3MOB
TaK)k€ MOXXHO BBIJIETUThH TI0/TOOHBIE JBA 3BEHA.

1) ®epmenmnoe 36eno 3T0 (hepMeHTHI,
KOTOpBIE BBIPAOATHIBAIOTCSI B CAMOM OPTaHHU3ME H

MpenarcTByoT obOpaszoBanmio ADK. B Hem
BEAyIIYyI0 PpOJb HUIPAOT  CIEAYIOIIHME  THIIBI
(hepMeHTOB: CYTIepOKCHANCMYTa3a (SOD),

katanaza (CT), mepokcumaza (POX), riyTaTHOH-
nepokcunasza (GPx), rmyratnontpancdepasa (GT) u
rnytatrorpenykrasza (GR).

Cynepokcuooucmymasa B pa3HBIX CBOUX (popMax
CONEPXHUT B KadecTBE KO(DAKTOPOB AKTHBHOI'O
[IEHTpa OAWMH M3 MOHOB IEpeXxoaHbIX MetawioB Cu,
Mn, Fe, Ni M Kak [JONOJHUTEILHBIM CTAOUIU-
supyroumii kopakrop Zn (B Cu-Zn-SOD, kotopas
uMeeT HamOonblyto aktuBHOCTH). st SOD
XapaKTepHa OYEeHb BBICOKAas KOHCTAaHTa CKOPOCTH
peakmuu (mpu pH = 7: k ~ 10° M~'s™) [21-23]. SOD
KaTaJu3upyeT NPUCOEIMHEHHe ABYX NpoToHoB H*
K Cymepokcuj aHuoH-pamukany <00~  [24],
npeoOpa3oBbIBas ero B nepekuck Bogopoaa H,O, u
MoJteKyspHbIi kuciopon O,. Peakius nporekaer B



nBa orama (Me: n=1 mia Cu [25] u n=2 mus Fe
[26], Mn [27], Ni [28]): SOD-Me™" ++00~ —
SOD-Me™ +0, u SOD-Me™ ++00™ +2H" —
SOD-Me™? +H,0,. ®epmenr SOD  sBustercs
BayKHeHIIel coctaBHOW dacThio B cucteme AO3 He
TOJIBKO UBOTHBIX [21-23], HO U pactenuii [29, 30].

Kamanasa BMecTe ¢ IEpOKCHIa3aMU OTHOCHTCS K
kimaccy  okcumopenykras [31] u  BeimonHseT
KAaTAIUTHYECKOE Pa3NIOKEHHUE MEPEKHCH BOJOPOJA,
oOpa3ymoleicss B JKUBOW KIETKE, Ha BOAY U
MOJICKYJISIPHBIN KHCIOPOJI o peaxiuu:
2H,0, — 2H,0 + O, [32, 33]. Otmerum, uyro CT
samumaer SOD oT WHAKTUBAaMM TEPEKUCIMH U
MPEMsATCTBYeT O0Opa30BaHUIO BBICOKOTOKCHYHOTO
THIPOKCHIIBHOTO paaukana. B cBoto ouepens, SOD
MPENATCTBYeT HWHAKTHUBAIIMK KaTajgasbl, KOTOpas
MOXET ObITh BBI3BAHA BBICOKOH KOHIICHTpAIUCH
CyMepoKcH aHHOH-paaukaia 00",

Iepokcuoaza KaTaIu3upyeT OKHCIICHUE
OpPTraHMYEeCKMX COCIUHEHUN MEPEeKUChI0 BOJOPOAa
WIA OPTraHMYECKHMH MepoKcHIamu. Y (EepMEHTOB
00oux TUNOB (KaTajgas3bl U MEPOKCHIA3bl) aKTHBHON
IPYNIOW  sABSIETCS  TEMAaTWH,  COJACPIKAIHiA
TpexBanenTHoe sxeneso Fe** [31]. Tlepokcumassi, B
OCHOBHOM HCIHOJIB3ysl B KauecTBe cyoctpara H,O,,
KaTaJu3upyroT OKHUCJICHUE OpPraHUYECKUX
coenvHeHud (BKrouas numuabl). Jlms  MHOTHX
BUIOB Tepokcunas H,O, sBisercs onTHMaabHBEIM
cyOCTpaToM, HO HEKOTOPBIC MPOSBISIFOT OOJBIIYIO
AKTHBHOCTb B OTHOIICHWUH OpPTaHHUYECKHX
MEPOKCHUIOB (BKIIFOYAS JUITHIAHbIE TIEPOKCHIEL).

I'nymamuonnepoxcuoasa B KadecTBe KogaxTopa
AKTUBHOTO IICHTPA COJCPKUT CEJICH U TPUICHTH]
rnytation (GSH) [34, 35], ¢ yuactieM KOTOpOro
aHerTpamuzyer H,0,, nepeBoas GSH B okucieHHYyIO
dopmy (GSSG) mo peakmmm: 2GSH + H,0, —
2H,0 + GSSG, u 00e3BpexUBaET THIPONEPOKCHIBI
aunuaoB.  OTMETHM, dYTO OJjarojapsi HaJMuHIO
[ITyTATHOHIEPOKCHIA3bl M KaTaja3bl  KICTKH
MJICKOTIMTAIOIUX  JOCTATOYHO  yCTOWYMBBI K
BozaeiictButo H,O, W OpraHndyeckux MEpOKCHIIOB:
npu HuzkoM cojepxkanun H;O, o0e3BpexuBanue
OpPraHUYEeCKHUX  TMEPOKCHIOB  MPEUMYIICCTBCHHO
KaTaIM3UPyeTCs TEPOKCUIa3aMH, a IPH BBICOKHX
koHmeHTparusax H,O, paboTaroT KaTanassl.

Inymamuonmpancgepasa CEMENCTBO
MYJIbTH(YHKIIMOHATBHBIX 0eIKOB, KOTOpBIC
ucnonb3ytoT GSH ansg merabonusma ruapodoOHBIX
BemiectB [34]. OTH QepMeHTBI ¢ MOJEKYJISPHOR
maccoi 43+57 k/la Mo CTpOCHUIO MOTYT OBITH TOMO-
WIA TeTepoauMepaMud M Kaxkaas CyObeJHHUIA
UMEeT CBOW HE3aBUCHMBIA aKTHBHBIM IIEHTP,
KOTOPBIf, B CBOIO oOYepedb, COJACPKHUT JBa
cybuentpa — G u H. Cybuentp G B3aumoneicTByeT
¢ rIyTaTHOHOM (comep:kuT SH-Tpymmy, rucTUANH 1
apruHMH); a CyOueHTp H CcOOepKUT TIHIUH U
BBITIOJTHSAET CBSI3BIBaHWE THAPOHOOHOrO CcyOcTpara.
I'mytaTroHTpaHchepassl QYHKIHOHUPYIOT BO BCEX
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TKaHSAX OpraHu3Ma M WM OTBEIEHa Ba)kKHAS POJb —
OHHM YYaCTBYIOT B 00€3BPEKUBAHUN KCEHOOMOTHKOB
U MeTaboJIM3Me JIEKapCTB, OCYIICCTBISIOT WHAKTH-
Bal[MI0 COOCTBEHHBIX META0OJUTOB. HEKOTOPBIX
CTEPOUIHBIX TOPMOHOB, MPOCTATJIaHIHHOB,
OuTHpyOHHA, JKETYHBIX KUCTOT, mpoaykToB I[TOJI.
Inymamuonpedykmaza [36] BoccraHaBIHBaeT

TUCYIbGUIAHYI0  CBA3b  OKUCJICHHOH  (OpMBI
rnyratnoHa (GSSG) 1o ero cynbhruapuibHON
dopmMer  GSH B OTHOIIEHHH  MOJISIPHBIX

skBuBasieHTOB GSSG k GSH, paBHom 1:2. Peaknus
GSSG + NADPH + H* — 2GSH + NADP" wuzer c
HU3KOH CKOPOCTBIO, HO IMEHHO OHA UMEET OO0JIBIIOE
3HaYCHWE S BOCCTAHOBJICHHMS  TJIyTaTHOHA,
SIBIISIFOIETOCST  MOIHBIM aHTUOKCHUIAHTOM U 0e3
KOTOPOro  HEBO3MOkHa 3(ddekTuBHas padota
TIIyTaTHOHNEpOKcuaasbl.  OTHOIIEHHE  KOHIICH-
tpammii popm GSSG x GSH B kierke — onuH U3
BaXHEHIIMX TOKa3aTeled TpU OLIEHKE YPOBHS
okcuaaTuBHoro crpecca [37, 38]. [ns noxnepsxanus
OKHCIIMTENBHOTO OallaHca KJIETKH BaKHO, YTOOBI B
Hel Obuth BbiCOKuH ypoBeHb GSH u Huskwii —
GSSG.  AKTHBHOCTH  TIIyTaTHOHIIEPOKCHA3bI,
oOecrieunBaronias  AHTUOKCHIAHTHYIO  3alIHUTy
KJIETOYHBIX U CYyOKJIETOYHBIX CTPYKTYp OpraHu3Ma,
CHJILHO 3aBUCHT OT MPHUCYTCTBHSI CEJICHA.

Ot rnyraTMoHa 3aBUCHUT e€IIe OJHA Tpymna
HEOOBITUX OKHCJIMTEIbHO-BOCCTAHOBUTEIBHBIX
(hepMEHTOB — enymapedoKcunvl, KOTOPBIE BMECTE C
¢depmentamu GR, GPX u riyTaTMOHOM BXOIST B
CaMOCTOSITETIbHYI0 AHTHOKCUIAHTHYIO CHCTEMY
cucremy riyratioHa [39,40]. Tlpum okwucieHHn
TIyTapeOKCHHOB  COOTBETCTBYIOLIMMH  CyOcTpa-
TaMH TJIyTaTHOH BOCCTAHABIMBAeT HMX HedepMeH-
TaTHBHO. B oTIHYHMe OT THOPETOKCHHOB, KOTOPBIC
BOCCTaHABJIIMBAIOTCSl  CIIEIHAJIbHBIM  (EPMEHTOM
THOPEIOKCUHPEAYKTa30M, Uil TJIyTapelOKCHHOB
HET OKCHAOPEAYKTa3bl, KOTOpas Obl CHCIU(PHYCCKH
€ro BOCCTaHABJIMBAJIA, HO 3Ty (PYHKIHIO C yCIIEXOM
BBHIMOJHAECT TIyTaTHOH. OKHUCICHHBIH TIyTaTHOH
3aTeM pereHepupyeTcs IIIyTaTHOHpenykra3zou. Ilpu
BOCCTaHOBJIGHUHM TJIyTaTHOHA OOJbIIOEe 3HAYEHHUE
nmeer NADPH  (HuKOTHHaMUIAAEHUHIAHYKIEO-
tungocdar). Ponre NADPH nBosika: oH mposiBiisieT
AHTHOKCHJIAHTHYI0 aKTHBHOCTh — MPU PEreHEpaIuu
GSH ofecrieunBaeT BOCCTAaHOBUTEIBHBIC DKBHBA-
JIEHTHI 7151 OMOCHHTETUYECKUX PEaKHid U OKHCIIH-
TEJNBHO-BOCCTAHOBUTEIBHOTO TPOLIECCa, HAMIPABJICH-
HOIO0 Ha 3alllUTy OT TOKCUYHOro jenctBus ADPK
[41], 1 oH e mposBiseT ceds Kak MPOOKCHIAHT,
yuacTBysl B co3gaHud CP B MMMYyHHBIX KieTKax
JUIi  YHUYTOXKEGHHS  TAaTOreHOB B TpoIllecce
pecnupamopnoeo  63pviea  [42],  KpuTHUECKOii
peakunu, KOTOpas BO3HUKaeT B (arouurax s
JIerpajaliy 4y>KepOTHBIX YACTHIl U OaKTepHil.

CTouT TakxKe YHOMSHYTH €lle OJIHO CEMEHCTBO
AQHTUOKCHUIAHTHBIX  ()EPMEHTOB MePOKCH-
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pemokcunsl (Prxs). Prxs ¢pusnomornuecku 3HaUNMEI,
TaK KaK  SBJISIOTCS ~ OJHUMH M3  CaMbIX
pacmpocTpaHeHHBIX OJNKOB y MIICKOMUTAIOMIHX.
Onn KOHTPOJIMPYIOT YPOBEHb [IUTOKWH-
WHAYIHPOBAHHBIX TIEPOKCUIOB, YYACTBYIOUIMX B
nepenaye KJICTOYHBIX cUrHanoB [43, 44]. lna anTH-
OKCHJIQaHTHBIX (DEPMEHTOB ITOH IPYyMIIBI XapaKTEPHO
OKHCJICHHE TEePOKCUIHBIM cyOcTparoMm (Hampumep,
JIMOHUIHBIM THIPOTEPOKCUIOM) THOJBHOH TPYIIITBI
R-SH  pemokc-akTmBHOrO  mHCTEMHa B  HX
aktTuBHOM  1eHTpe g0 R-SOH  cocrosHus
[44]:  Prx(red.) +H,0, —  Prx(ox.) + 2H,0.
Boccranorinenne Prx  mpomcxomut — Oiaromapst
OTHOMY M3 CIIEAYIOIINX OENKOB: CyIb(HUPEIOKCHHY,
CeCTpHHY-2 WIN THOpenoKcuny [45-48].

2) Hegepmenmnoe 36€H0 - 3TO
HU3KOMOJICKYJISIPHbIE ~ aHTHOKCHIAHTBI,  TPETIST-
CTBYIOIIKE OOpa30BaHUIO MPOAYKTOB MEPEKHCHOI'O
OKHCIICHHUS, TAKUX KaK JINIHUJHBIE THAPOIEPOKCHIBI
U Jp. DTa rpyInna aHTHOKCUAAHTOB TOXe OOIIMpPHA U
BKJIIOYAET BEIIECTBA PAa3HOM HPUPOIBI M C Pa3HBIM
MEXaHU3MOM JIEHCTBUS. AHTHOKCHUAAHTHI B3aHMO-
JEHCTBYIOT CO CBOOOTHBIMU paJuKaIaMH, TIEPexos
B OKHCJCHHBIC WU CTaOWIbHBIE paJUKalbHEBIC
(bOpMBI, a 3aTeM IO IeHCTBHEM COOTBETCTBYIOIIMX
(epMEHTOB WM CHHEPTUYECKOTO IEHCTBHS IPYTHX
AHTHOKCHJAHTOB CHOBa IMpeoOpa3yloTcsi B BOCCTa-
HOBJICHHbIe (OpMBL. B maHHyro rpymimy, Hpexae
BCETr0, BKJIIOYAIOT HE CHHTE3UPYEMBbIC B OpPTraHH3MeE
YenoBeKa HU3KOMOJICKYJISPHBIC XHMHUYECKUE
coenunenus: Butamunbl C, A u E, kapoTuHOUIBI U
onodnaBononnsl. K BeipabaTeiBaeMbIM B OpraHH3Me
AQHTHOKCHJAHTHBIM  HHU3KOMOJIEKYJISIDHBIM ~ XUMH-
YEeCKMM  COCIUHEHUSIM  OTHOCATCS —  THOJBI,
yOMXMHOH — KO9H3UM Qo MoO4YEBas  KHUCIOT,
METaIIOCBS3bIBAIOIINE Oenky, CTEepOHIHbIE
ropmoHbl. OtmernM, uto THOJBI (R-SH) He TonbKO
SABISIOTCS (P EKTUBHBIMH ~ aHTHOKCHIAHTaMH,
HO ¥ HeoOXomWMbel i paboTel  (epMmeHTa
Ty TaTHOHIIEpOKcHAa3bl. K ecTecTBeHHBIM THONIaM
OTHOCSTCSI TJIyTaTUOH, IUCTEHUH U TUTUIPOITUIIOAT.

BaxHo, 4Yro jeiicTBHE HH3KOMOJIEKYISIPHBIX
AQHTHOKCHJAHTOB SIBIISIETCS HeCTIeNN(HIHBIM, ¥ OHU
BBITIOJTHSIFOT CBOIO 3AIIUTHYIO (PYHKIHMIO TIPU CaMBbIX
pasHBIX MATOJIOTHYECKHX Ipoleccax. B meiaom
NpOSIBIICHHE CBOCH AaKTHBHOCTH aAHTHOKCHJIAHTBHI
peanu3yioT 00 HEeNnocpeACTBeHHbIM rameHneM CP
(mpsimoe  meficTBue), OO uyepe3 aktuBammio AO3
opranuzma (HempsMoe JeHCTBHE).

K  aHTHOKCHIaHTaM  HENpsAMOTro  JEHCTBUSA
OTHOCAITCST BUTAaMHHBI Tpynnel B, HMOHBI Xenesa,
MeIM M Maprasia, CeJeH, KapoTHHBl U
KapOTUHOMIBI, METHOHWH, LHCTEWH, HATpus
CENICHHUT, a TaKKe TIIYTAMUHOBAs W (-JMIIOCBAs
KUCIOTHl. Hambomee BakHbIE CIEACTBHA — HX
aKTHBHOCTH — 9TO MOBBIIICHHE YPOBHS TIIyTaTHOHA
[34] m axTHBHOCTH TepokcHaa3. B 1ieoM i HHUX

OCHOBHBIMA MEXaHU3MaMH SBISIOTCS. aKTHBAILUS
(peakTHBaIMs)  AHTHOKCHIAHTHBIX  (DEPMEHTOB;
YTHETCHHE IPOLECCOB, KOTOPBIC MPHBOAAT K
obpazoBanmio W HakomiueHuio A®DK; caBur
MPOIIECCOB CBOOOTHOPAIUKAIBFHOIO OKUCICHUS B
CTOPOHY 00pa30BaHUSl COCIUHCHHUN C MEHBIICH
PEaKIMOHHON CITOCOOHOCTBIO; CEJeKTHUBHAS HHIYK-
IIUSl TEHOB, KOAUPYIOMINX OCNKA CHCTEM perapannuu
noBpexnaeHuit u  AO3; Hopmanmuzanus oOMeHa
BemecTB u jap. [49-52]. Ux mnpuHIUNHAIbHOE
OTIIMYHE OT aHTHOKCHIAHTOB MPSMOTO JEWCTBUS B
TOM, YTO OHU CIIOCOOHBI CHUXAThb WHTCHCHUBHOCTH
CBOOOJHOPAUKAIBHOTO  OKHCICHHS  /MOIbKO B
JKUBBIX CHCTeMaxX (OT KJIETOYHBIX OpraHeNl Jio
opraHusma B 1IeJI0M), HO Hed(PEKTHUBHEI IN Vitro.
AHTUOKCHJIAHTAMH TIPSMOTO JCHCTBUS SBIISIOTCS
ButamuH E  (TOkoeposisl M TOKOTPHEHOJIbI),
ButamMuH A, Butamud C u ap. Ilo tumy nmeicTBus

AHTHOKCHJAHTHI MPAMOTO JCWCTBHUs Kiaccu(u-
MPYIOTCS Kak JIOHATOPHI IMPOTOHA, IOJIUEHBI,
karanusatopel, JoBymkd CP ®  KOMIUIEKCO-
obpazosarenn  [49,52]. Tlo  pacTBOpPUMOCTH

AHTHOKCUIAHTBI MOTYT OBITh MOJApa3JelieHbl Ha
BOJIOPACTBOPUMBIE W  HEPACTBOPUMBIC B  BOJC
(cxupopacteopumbie) [49, 52-57]. Bomopacteopu-
MBIMHU SIBIISIFOTCS CJICYIONINE aHTUOKCHIAHTHI TIIy-
TaTHOH, MOYEBAs KHCJIOTA, aCKOPOMHOBAs KHUCIIOTA,
CeJICH, IUHK, pUOO(MIaBUH W -TUTIOEBas KHCIOTa
(Tompko B Bume cBoeil HartpueBoit conm). K sxupo-
pacTBOPUMBIM aHTHOKCHIAHTAM OTHOCSITCS: KapOTH-
HOWJIBI, TOKO(EPOJIbI U TOKOTPUEHOJBI, CTEPOHTHBIC
TOPMOHBI, YOUXUHOHBI H (-JIUTIOEBAs KUCIIOTA.
Cpenn xommoHeHTOB cuctemMsl AQO3 crout
BBIIENUTh monmudenonsl  [53-57] B cBsazm ¢
BO3PACTAIONINM HCCIIEJ0BATEILCKIM HHTEPECOM K
3TOMY OOIIMPHOMY CEMEHCTBY aHTHOKCHIIAHTOB.
CemeiicTBo monudenonoB HacuutbiBaeT 6onee 4000
COCMIMHEHHMI M BKIIOYACT TEPICHBI (TEPIICHOMUIBI,

H30TPEHOMIBI), (heHUIIIPOIaHOMTBI H 170.9
npou3BoAHbIC ((ITaBOHOWBI, TAHWHBI, JUTHAHBI,
TIUKO3KUIBI) W a30TCOJACPIKAIINE  COCTMHCHHUS

(akayoOMIbI M TETEPOLMKINYSCKHE apOMaTHYCCKUE
MOJIeKyJibl). B mocnenHee BpeMsi 0OCOOGHHO BBICOK
UHTEpeC K MOJKIacCy moiau(eHooB: ¢aBaHOUIaM
[58-60], xkoToprle TOMHMO aHTHOKCHIAHTHBIX
cBoiictB [61-66] oOmamaroT MPOTUBOMHKPOOHBIM
[60, 67-69], mporuBoBocnanuTenbubiM [60, 70, 71]
1 aHTHUKAHIIEPOTeHHBIM netictusmu [60, 72].
OTaenbHO ClienyeT OTMETUTh, YTO pPa3IH4YHbIC
AQHTUOKCHJIAHTBI CIIOCOOHBI 0 OTHOLICHHIO JPYT K
Ipyry mpossisaTe cuHepruio [49, 51, 52]. Tak,
[IyTAaTHOH,  SIBJSSICH  OCHOBHBIM  DHJIOT€HHBIM
(IpoM3BOMMMBIM B KJIETKAaX) aHTHOKCHIAHTOM
OpsAMOro JCHCTBHUSI, YYaCTBYeT B MOIICPKAHUU
9K30T€HHBIX  AHTHOKCHIAHTOB,  TaKUX  Kak
ButamMuael E, A u C B uX akTHBHOW (BOCCTaHOB-
JeHHo#T) ¢opme. B cBow odyepenp, a-numnoesas
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KHCIIOTa 00JIaZiaeT CIIOCOOHOCTHI0 BOCCTAHABINBATh
BHYTPUKIIETOUHBIA  TJIyTaTHOH W  3aluiiarh
yOuxuHOH K03H3UM Q19, BuTamuubl E u C, npu 3Tom
ee JeficTBUE YyCHINBAIOT BUTAMUHBI IpyInsl B u 1.1,
Takum oOpa3oM, a-numoeBas KHCIOTa, OyIydu
BOJIO- U XHPOPACTBOPHMOH, TMPOSBIAET ceOs Kak
yHUBepcalbHbI KOMIOHEHT AQO3, BOCCTaHABIUBAs
IJIaBHbIC HU3KOMOJIEKYJIIPHbIE aHTHOKCHIAHTHI.

B  nmemom, TaHmeM W3 OKCUJAHTHOU WU
AHTUOKCHJAHTHOH CHCTEM IpEICTaBisieT coOoi
CJIOKHYIO COBOKYNHOCThH BEILECTB PAa3HOTO BHIA U
UX  B3aUMONpEBpPAlICHUH,  HAXOAAMIMXCS B
COCTOSIHMM KBa3HWpaBHOBecHs. JlucOamaHc Mexay
3THMH COCTABIISIOLIMMHU KaK B OJHY, TaK U B APYTYIO

CTOPOHY IIPUBOJUT K HEOIaronpUsITHHIM
MTOCIICICTBUSM JUTSE opraHmsma. Crnenyet
MOTYEPKHYTh, YTO B HEOONBIIMX KOJMYECTBAX
obpazoBanne A®K mpocto HeEoOXomuMO B

OpraHu3Me, TaKk KaKk OHHM Y4YacTBYIOT B PpEIOKC-
curHanmu3anuu. Kak W3BECTHO, PElOKC-COCTOSHHEM
KIETKH PETryJHPYIOTCSl TaKhe TPOILECChl  Kak:
KJICTOYHOE JIbIXaHue, JeieHue U auddepeHnuanus
KJIETOK, aJanTanus K crpeccy, anonro3 u ap. [1-11].

[TpobremMa amonTto3a KIETOK MPHUBIEKAET 0c000e
BHUMAaHHE HCCIIeZloBaTeNeld B 00IacTH OMOJIOTHH U
memuuuHbl  [12-15, 73-81]. Baxuyio ponbp B
Pa3sBUTHHM TIpOIIECCA aroNTO3a HrpacT IUTOXPOM C
(Cytc). Beixomy nuToXpoMaC ©3 MHTOXOHIPHIA
OOBIYHO  TPEIIIECTBYET  KMUTOXOHJAPHAIBHBIH
cTpecc», 00yCIOBIECHHBIII B OCHOBHOM YCHJICHHBIM
obpazoBanmem CP. OH MOXeT HaAYaThCs C
MOJYYCHHUST aloNTOTUYECKOTO CHUTHANA W3BHE JTHOO
U3-32 BHYTPCHHUX TIPUYMH H 3aKaHYUBACTCS
NEPEKUCHBIM OKUCIICHHEM O€JIKOB U JIUIHJIOB,
Ha0yXaHHeM MaTpukca W o0pa30BaHUEM KPYITHBIX
NOp B Hapy>XHOW MUTOXOHJPHAJIBHOW MeMOpaHe, ¢
MOCTCAYIONIMM  BBIXOJAOM  IIUTOXpoMa C W3
MUTOXOHJIPUH B IIUTO30JIb M 3aITyCKOM aIloITo3a
(moapobuee cm. [73-81]).

Hanee, nepea TeM Kak MEpPeUTH K PacCMOTPEHHIO
MOCTABJICHHON 3a/Ja4yM, MNepevnucinM (U3UUCCKUE
METO/IBI 9KCIIEPUMEHTATEHOTO HaOroIeHuH,
MOJyYHBIINE HauOOJIbIIee PACHPOCTPAHEHHE IPH
H3yYCHUH KWHETHKH Pa3JHYHBIX OHOJOTHYECKUX
MPOIIECCOB, TPOUCXOMANINX KaKk B OpraHu3Me Ha
pPa3HBIX HEPAPXUYECKHUX YPOBHSAX —  TKaHAX,
KJIETKax, OpraHejyiax M MemOpaHaX, Tak H B
MOJIENTEHBIX 3KCIIEPUMEHTANBHBIX crcTeMax. K HuM,
MPEeXJIe BCErO, OTHOCSITCS CIIETYFOIIE METO/IBI:

— meroq OIIP (9/1eKTpOHHOrO MapaMarHUTHOTO
pesoHanca) [82], koTopblit ucHoNb3yeTCs A MOy-
YeHUs: MHQOpPMAIIUU O CKOPOCTSIX XUMHUYECKHX pe-
akuui Onaromaps Tomy, 4to (Gopma creKTpaabHON
nuaun OIIP ompepensercs B3auMOACHCTBUEM He-
CIIAPEHHOTO DJIEKTPOHA C JIOKALHBIM OKPYKEHUEM.
3TO CBOMCTBO MCIMOJB3YETCS B TaK HA3BIBAEMOM Me-
TOJIe CMUHOBBIX MeTOK [83], KOTOphI OCHOBaH Ha

BHEJPEHUH CTaOMIBHOTO IMapaMarHUTHOTO IEHTPa B
UCCIIEyEMYIO CUCTEMY;

— mero SIMP (sepHOrO MarHMTHOTO pe30HaH-
ca), MCIOJIb3YIONMNACS ISl U3Y4YEHHsI CTPYKTYphI U
MOJIEKYJIAPHOTO JIBWKEHHSI B DPAa3JIMYHBIX Bellle-
CTBax, B TOM YHCJie U B OMOJOTHYECKUX OOBEKTax
[84,85]. On, B 4YacTHOCTH, MO3BOJIAET MOJTydYaTh
CHUCTEMAaTUYECKUE TaHHBIE O JIWHAMHUYECKOU CTPYyK-
Type  JMNUAHBIX  OucinoeB B MeMmOpaHax
xJioporuiactos [86];

— MeTox MOJIeKyIsipHOW Bu3yanm3aruun MALDI
(Matrix  Assisted Laser Desorption/lonization),

KOTOpBI  €lle  4YacT0  Ha3bIBAlOT  METOJ0M
MOJNIeKyJIsipHO#  ructomoruu  [87]. A Tarke
moaudpukauusi MALDI-IMS (MALDI Imaging

Molecular Spectroscopy), naromas eme Oosblie
BO3MOXKHOCTEH Il TONy4YeHHs U 00paboTKH
IKCIIEPUMEHTAIBHBIX OMOXMMHUYECKUX TaHHbIX [88];
— METOA  XEMWWJIIOMHHECICHIUH, KOTOPBIH
SIBIISIETCSI MOIIHBIM AKCIEPUMEHTAIEHBIM METOIOM
W3yUYeHHS TIEPEKUCHOTO OKHCICHUS OCNKOB W
JUIMUAOB B Pa3IMYHBIX OMOJIOTUYECKUX MaTepuanax
Onmaronaps TOMY, 4TO HWHTEHCHBHOCTb
XCMUTIOMUHECHICHIIMKA ~ (Hapsaay € JpYyTUMH
ONTHYECKUMH TIapaMeTpaMH TaKoTO CBepXciadboro
CBCYCHUS)  OIHO3HAYHO  OTPAXKACT  CKOPOCTh
OKHUCIIUTENIEHOTO TPOIIecca, B YACTHOCTH Ipoliecca
ITOJI  [89-91]. Ws3mepeHnne  HMHTEHCHBHOCTH
XEMUJIIOMUHECLEHIINK, C YYETOM YacTOTHBIX H
BPEMEHHBIX XapaKTePHCTHK €€ CIEeKTpa, JaeT
BO3MOJKHOCTDh ~ ONPENENATh  KBa3WUCTAlMOHAPHBIC
KOHIIEHTpaIMK CBOOOTHBIX PaJUKaIOB U KOHCTAHTHI
CKOpOCTE peakUuuil ¢ WX YydYacTHeM, YTOUYHSThH
CTPYKTYypHBIE OCOOCHHOCTH JIFOMHHECITUPYIOIINX
MPOAYKTOB, a Takke Ha0NomaTh W3MEHEHHe
koHmeHTparuii CP npu HaIMYUU aHTHOKCHIIAHTOB B
M3y4aeMoil OMOJIOTHIECKOH CHCTEME.
KoMOuHHpOBaHHOE WCIONB30BAaHHE B OJHOM
IKCIIEPUMEHTE  TIEPEYHCIICHHBIX (M HEKOTOPBIX
JPYTHUX) COBPEMEHHBIX METOMOB JaeT IUpOYaiIInit
CHEKTP BO3MOKHOCTEH JJISi HCCIEOBAHUS CIIOKHBIX
OHOJIOTMYECKUX CUCTEM Kak iN Vivo, Tak u in Vitro u
MO3BOJISIET OMPEIENATh CHeUpUIECKHe JIeTaln
KHHETUKH U MEXaHU3MBI MPOIIECCOB, MPOTEKAOIIIX
B OHOJIOrMYECKOH cucTeMe, W ee pa3HooOpa3HbIe
OnoxuMuYecKkre U OMopuU3NIECKIe CBOMCTBA.

OINMMCAHUE KATAJIMTUYECKOTO U
CBOBOJIHOPA JTUKAJILHOT'O ITY TEM
[TPOLIECCA JIUTIUIHOM [TEPOKCUIALIMY C
YYACTUEM KOMIUIEKCA KAPJIMOJIMITUHA
1 [UTOXPOMA C

CaoiicTBa " CTPYKTypa KOMIUIEKCOB
[UTOXPOMA C ¥ KapAHOJUIIMHOB Pa3InIHBIX THITOB
ceifyac MHTEHCHBHO H3YYalOTCS B CBSI3H C TEM, YTO
JIAHHBIE KOMILIEKCHI TIPOSIBIISIOT TEPOKCHIA3HYTO
aKTUBHOCTH [12-15, 74-78].



Cnavana KpaTKO OTHUIIIEM CBOMCTBA
KOMIIOHEHTOB 3THX KOMILICKCOB, a 3aTeM IepeiiemM
K  OOCYXJCHUIO  KHHETUKA  MEPOKCHUAA3HOTO
rporecca u MTOCTPOSHHUIO CUCTEMBI
IudepeHnaNbHbIX YPaBHEHUH, OMMCHIBAIONINX €€.

[{uTroxpom C — 3T0 HEOOJBITON MeMOpaHHBINA Oe-
JIOK, B CTPYKTYpP€ KOTOPOTO COAEPIKUTCS T'eM THuIa C,
KOBaJCHTHO-CBSI3aHHBIH ¢ aMHUHOKHCJIOTHBIMU
ocTaTKaMu ero BHyTpeHHed nonoctu [92]. bnarona-
P TaKOMY CTPOCHHMIO LIUTOXPOMBI CIIOCOOHBI KaTa-
JTU3UPOBATh OKHUCIIUTEIIbHO-BOCCTAHOBUTEIILHBIC
peaknuu. B knacce muTOXpoMoB (MX M3BECTHO OKO-
70 30 BHIOB) OH CaMblif MaJIEHBKUH U, B OTJIMYHE OT
OCTaJIbHBIX ITUTOXPOMOB, XOPOIIO PAaCTBOPHUM.
LuTOXpOMBI PUCYTCTBYIOT BO BCEX KJIETKAaX dyKa-
pHOT, T/Ie OHW JIOKAJIM30BaHBI HA MUTOXOHIPHAIb-
HbIX MeMOpaHax. B kietke Cyt C BBINONHSET B OC-
HOBHOM J1B¢ (D)YHKIIMU: OJTHOAJICKTPOHHBIN TIEPEHOC-
yhK B AbixareiabHoi nemu [93], cBOOOIHO CBs3aH-
HBI CHapy>Xd BHYTpPEHHEH MeMOpaHONW MHTOXOH-
JpUl, Tak Kak cocoOEH OKHCIAThCS U BOCCTaHAB-
JMBAThCS, HE CBS3BIBAs MPH ATOM KHCIOPOJ, aKTH-
Batop amomnTo3a [93-95], Tak Kak IpH OmpeneNeH-
HBIX YCJIOBHSIX OH MOXET OTCOCAMHSATHCS OT MEM-
OpaHbl, Tepexoasi B pacTBOpP B MEXMEMOpPaHHOM
MIPOCTPAHCTBE, a 3aTEM U3 HETO B IIUTO30JIb, H TEM
CaMbIM aKTUBUPOBATh arOIMTO3.

Kapnuonunun (macdocharuannrauiepos)
SIBIIIETCS. B&XHBIM ~ KOMIIOHEHTOM BHYTpPEHHEH
MeMOpaHBl MHUTOXOHJPUH B KJIETKaxX JYKapHOT

(KMBOTHBIX M PACTCHHWil) M COCTABISIET MPUMEPHO
1/5 pomm wmx nmouaHoro cocraBa [96]. On
OOHapyXeH Jaxe B MeMOpaHax MHUKPOOPraHH3MOB
(6axrepwmii) [97]. DochoaumUIBl TOrO THIIA UMEIOT
IMMEpHYI0  CTPYKTYpy, B  KOTOpOH  nBa
bochaTuuaranepoia COeTMHEHbI C TIUILEPOJIOM.
B cocraB xapamonmumuua (CL) BxomsaT deThipe
JUTHHHBIC 1ICTIH JKUPHBIX KUCIOT (XBOCTOBAs 4acTh)
u gaBa ocrtatka optodochopHOi kucnotel H3PO,
(romoBHass uacTh). Kaxkmas U3 ero dYersipex
anKUIbHBIX 1eneit Cig B OOJIBIIMHCTBE JKUBOTHBIX
TKaHEl MMeeT JIBe HEeHACHIIICHHBIC CBSI3H, a KaKaas
(docharnas rpynmna CL uMeeT BO3MOXKHOCTh CBSI3aTh

OIUH  TPOTOH [98]. I[lpy  HOpMaNBHBIX
(bHU3MONIOrMYECKHX YCIOBHAX B OPraHU3ME YeIOBeKa
(PH=7) CL wumeer OOMH OTpHIATEIbHbII

JJIEMEHTApHBIA 3apsl, TaK Kak oOJHa W3 €ro
(dochaTHEIX TpPyHm AENpPOTOHUpPYETCA. biaromapst
cneruduke (hM3UKO-XUMUYECKHIX CBOWCTB
(hochoonmuaRl BEITIONHSAIOT OYCHh BAXKHYIO POJIb B
MOCTPOCHUH M (PYHKITMOHUPOBAHUU OMOJIOTHICCKUX
MeMOpaH. DT, MPEXJe BCETO, CBA3aHO C HATMYHEM
B MX MOJIEKYJIaX TIOJSPHBIX W HEMOJSPHBIX YaCTEH.
B cBs3M ¢ 3TUM JUIMHHBIE MAaCCHBHBIE XBOCTOBBIC
4acTh MOJIeKyn (hocomumuaos TuapodoOHbI, a UX

KHCIIOPOJA0COACPKAIIHE TOJIOBHEIE 4acTH
ruapouabHBl, TpPH  3TOM  TOJOBHBIE  YacTH
CPaBHUTEIIBHO JIETKO MTOIBEPTaIOTCS
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JEePOTOHUPOBAHMIO, TPHOOpeTast OTPHULATEIbHBIN
3apsin.  KapauonumuHbel OTHOCSTCS K CIOXHBIM
(MHOTOKOMITOHEHTHBIM) JIMITUAM, TPOAYKTAMH HX
THAPOJIN3a SIBISIIOTCS. HE TOJNBKO CIUPTHl |
KapOOHOBBIE KHCIIOTHI, HO W JpYTHE BEUICCTBA,
Harpumep GochopHast KHCIOTa U YTIICBO/IBL.

B munupHBIX MeMOpaHax JaMelUISIpHOTO THIa
dochomumuasl  GOPMHUPYIOT TUIOCKHH  JBOWHOM
CIIOH, TIPM TOM HX HEMOJSIPHBIE XBOCTOBBIE YacTH
(ruapodhoOHbBIC KUPHOKUCIOTHBIC AlMIbHBIC LETHN)
HanpasJieHbl K CpeHEl TMHUN OUCIIOs MapajieIbHO
JIpyr JApyry, a HUX HOJSpHBIE TOJIOBHBIC YacTH
(rugpodunbabie  OcTaTKH  (HOCHOPHOH  KUCIOTHI,
COCAMHEHHblE ¢ J00aBOYHOW TIpyNIod aTOMOB
Pa3IMYHOM XMMHUYECKOH NPHPOABI) MOTPYKEHBI B
Boay. JlumumHele MeMOpaHbI MHUIEUIIPHOTO THIIA
MOCTPOCHBI TI0 TaKOMY JK€ MPHUHIMITY, HO C TeM
OTIMYHMEM, YTO MeMOpaHa UMeeT paauyC KpPUBHU3HEI,
TaK  KaK  HENOJSpHBIE  XBOCTOBBIE  YacCTH
(dochonunuaoB HampaBieHbl HE NapaUIeIbHO, a 110
pamuycam Kk obmemy uentpy [18]. Monekyisi
¢dochonunmuaOoB B MOAENH IJUIUIAHOTO OUCIIOS
yIIep)KUBAIOTCSI BMECTE CHIBHBIMHU THIPO(GOOHBIMH
B3aUMOJECHCTBUSIMU U cnadbiMu cuinamu JloHgOHa-
Ban-nep-Baanbca. XXugkocTHO-Mo3anyHasi MoJeib
[18, 99] kmeTo4yHBIX MeMOpaH pacIIApSET MOIETh
JUMAAHOTO  OWCIOS ~ TeM, YTO  YYHTHIBaeT
BCTPOCHHBIE B JUNHMIAHBIA OHCION  MOJEKYJBI
0eNKoB, THAPOPOOHEIC YACTH KOTOPHIX IOTPYKEHBI
BOBHYTph MeMOpaHBl, a HMOHHU30BaHHBIE OCTaTKH
AMHHOKHCJIOT PAacIlOIOKEHbl Ha €€ IOBEPXHOCTH.
[Ipn ¢usHoNOrHYecKuX TemIeparypax OHCIOWHBIC
MEeMOpaHbl HaXOJATCS B JKUAKOKPUCTAINIECKOM
COCTOSIHUM: YTJIEBOJOPOJHBIE OCTATKH BPAINAIOTCS
BIOJIb CBOGH MpOMONBHOW oOcH U Omaromaps
matepanbHON  muddy3mm  TepeMemarTcs B
TUIOCKOCTH OJHOTO CIIOS, a TakkKe H3pelKa
MEPECKaKUBAIOT M3 OJHOTO cllos B Apyrod. Takoe
TpaHcMeMOpaHHOE JBHKEHHE Ha3bIBaeTCS
¢nun-duon mepexox, OHO HE HAPYIIAET MPOYHBIX
rHAPOPOOHBIX CBSI3EH.

O crpoeHnrm ¥ (QYHKIOUSX  MHTOXOHIPHIMA
obmmpHble cBemenus comepxkarcs B [100-102], a
TUTSt MeMOpaHHO-CBSI3aHHOTO KOMITJIEKCa
nuroxpoma € u kapauonunuHa (Cyt-CL) neranbHbit
aHaIM3 €ro  CTPYKTYPHBIX OCOOEHHOCTEH U
BO3HHMKAWOMIEH Yy OTOro KOMIUIEKCa, Onaromapst
u3MeHeHussM B ero OenkoBodt wactu (Cytc),
MEepPOKCUIa3HOM aKTUBHOCTU MpejacTaBieH B [78].
Kpatkumii  0030p  dKCHepMMEHTaIbHBIX  padorT,
KOTOPBIH MOKa3bIBAET JBOJIIOLHIO MPEACTABICHUN O
cTpykrype kommuiekca Cyt-CL u cmocobax ero
CBA3BIBAHUSA ¢ MeMOpaHoii, comepxurcs B [103].

Crexuomerpuueckuii cocraB komiiekca Cyt-CL
ObLT M3y4eH B padote [77] METOIOM MaloOyriIoBOrO
PEHTTEHOBCKOTO  pacCestHUSl TPH  HCCIICTOBAHUH
MHUKPOKPHUCTAJUIMYECKOTO ~ OCaJKa, COJEPIKAIIETO



TaKkde KOMIUIEKCH, a Takke B pabore [104]

XCMUITFOMUHECIICHTHBIM METOAOM Ipu
HCCIIEIOBAHUT U3MEHEHUS PacTBOPUMOCTH
komiuiekcoB  Cyt-CL B 3aBUCHMOCTH  OT

KOHIICHTpanuu uuroxpoma C u PH cpenst. beiio
MOKa3aHO, 4YTO YHMCIO MOJICKYJ KapAHOJIHITNHA
(NcL), cBS3aHHBIX ¢ OJJHOW MOJIEKYJIOH IUTOXpOoMa C,
MPAaKTHYECKH MOCTOSHHO B MHTEPBAJIC KUCIOTHOCTH
or pH=37 no pH=55 a mnpu yBenmuueHHH
3HaueHust pH B maTepBane ot pH =55 mo pH=7,4
gucio N¢, pacret. Tak, npu 3Hauennn pH = 7,4, 9aro
COOTBETCTBYET KHUCIIOTHOCTH MEKKJICTOYHON
KHUIKOCTH M KPOBH B oOpraHmsMe 4yenoBeka, Ncp
paBno 59 * 7. 13 [104] Takxke crnemyet, 4To MpoIecce
obpazoBanusi komruiekca Cyt-CL  mocrarouHo
OBICTPBIN 1O CPABHEHHUIO C MOCIEAYIOUIMMH Ooee
MEJUICHHBIMH PEaKIHIMH KaTaJTUTUYECKOrO ILUKIIA
kommekca Cyt-CL (cm. pme. 1). 3HaumMT, MOKHO
CUUTATh, YTO MPH HAJTMYMUA B MOJCIBHOH CHCTEMeE
BCEX HEO0OXO0IMMBIX KOMITOHEHTOB cpasy
HAYMHAIOTCS PEAaKIUH KATaJUTHYECKOTO IIHKJIA
(1)-(5), Tak xak cOopka komiuiekcoB Cyt-CL ¢
ONTHMAIBHBIM 4HCIOM N  yXKe NpoH30ILIa.
JleTanbHOMY HM3YYEHHIO IMEPOKCHAA3HON (YHKIHMU
komruiekca Cyt-CL  mocBsmen  psam  pabor
[12-15, 73-78], B KOTOpBIX OTMEYaeTCs, 4TO MO
Mepe yBenndeHus dncia Moiekyn CL, Bxopsmux B
coctaB komiuiekca Cyt-CL, BS3KOCTb B 30HE HX
cBsizpiBanus ¢ CytC Oyner mocremeHHO pact. U3
COBOKYITHOCTH  OJKCIIEPUMEHTAJbHBIX  JIaHHBIX
[12-15, 73-78] cnemyeT XOpOIIO M3BECTHAsA CXEMa,
corsiacHo kotopoi Cyt C M3HaYaNbHO MPUKPEILICH K

IMOBCPXHOCTU  JIMIIUJHOT'O oucmost M€M6paH B
OCHOBHOM QJICKTPOCTAaTUYCCKUMU CHUJIaMH
(FOJ'IOBHLIC qacTu JIMIIU 0B 3apsAKCHBI
OTPULATCIIBHO, a IIOBEPXHOCTh IUTOXpoMaC —

nosioxurensHo). 3arem CytC m0oBONBHO OBICTpO,
Kak ykazaHo B [104], co6upaer BOKpyr cebst qpyrue
monekynel CL, ocratommecs Ha TOBEPXHOCTH
mMemMOpaH B  Buae kiactepoB. [lo  mepe
IPUCOCIMHEHNSI HOBBIX MOJIEKYJI KapAWOJIHMIIMHA
BKJIaZ TUAPOGOOHBIX B3aMMOICHCTBUN pacTeT, U
MOJIEKYJIBI CL Ha4YMHAIOT ¢opMupOBaTH
MOHOJIAMEJUISIPHYIO MUIIEIUTY BOKPYT LIUTOXpOMa C —
IPU ATOM IIOBEPXHOCTh MHIIEIUIBI CTAHOBUTCS BCE
Oonee rtHapodoOHOH. Kak cnmemyer wu3 pabor
[15, 77, 104], B MUTOXOHIpPUSIX LUTOXPOM C CKOpee
BCETO HE TPOCTO NPHKPEIUIIeTCS K ITOBEPXHOCTH
JUOUAHOTO OHWCIIOs MeMOpaH: OH  CHOcOOeH
«HAMaTbIBaTh» CJIOH MOJEKYJ KapIUOIHUIIMHA Ha
cebs, o0Opasys cdepudeckne HAHOCTPYKTYPHI
(mamocgepsr) Cyt-CL. Camm 1o cebe od1H
HaHocdepsl TUAPOGOOHBI U HE BBIXOIAT B BOJHBIN
PacTBOp, JIOKAJIHM3YSICh BHYTPU JHITHIHOTO OUCIION
MeMOpaHBlI. Taxum obpazom, Omaromaps
rUIpoPOOHBIM B3aUMOJEHCTBUAM 00pa30BaBIIMHCS
MUIEIUIIPHBI ~ KOMIUIEKC HA4YHET BTATHUBATHCA
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BHYTpb MEMOpaHbl, TaKk 4TOObl MHUHHUMHU3HPOBATH
0OIIyI0 PHEPTUI0 CHCTEMBI «MeMOpaHa + KOMILIEKC
Cyt-CL» (mpu 3TOM IIEHTpajbHas 4acTh KOMILIEKCA
Cyt-CL OyoeT  CTPEMHUThCS  Pa3MECTHUTHCS
CUMMETPUYHO  OTHOCHTENBHO CpelHEeH JIMHHH
JUMUAIHOTO OUCIIOsT MeMOpaHbl). Pasmepsbl 6emKoBoit
rno0yabl  IUTOXpPOMA C, HAXOMASAIIETOCHd BHYTPH
komiekca Cyt-CL, yeenmnuuBarorcs [77]. B mons3y
«HabyxaHus» 0enkoBoi rnodysnel Cyt C HanpsMyro
CBUJICTEILCTBYIOT pe3yIbTaThI HU3MEpEHHUSI
(IyopecHeHIINy THPO3UHOBBIX M TPUNTO()AHOBHIX
OCTaTKOB mUToXpoma C npu CBSI3bIBAHUM
nocnenHero ¢ kapauonunuHoMm [73-78]. B cBoro
ouepenb,  «HaOyxaHue»  OCIKOBON  TIIOOYIBI
UTOXpoma C B pe3yJbTaTe COBMECTHOTO
BO3ACHCTBHSA HAa  Hee BCETO MOHOCJTIOS
MPUCOCJMHEHHOTO  KAPJUOJHUIMHA TNPUBOIUT K
M3MEHEHUI0 KOH(OopMaIMy NOJIHIIEHTHIHON [IeNH B
Cyt C 1 MOSBICHUIO Y HETO HOBBIX KATaJIUTHYECKUX
ceoiictB [15, 73-78, 105], a Takxke MeHsIeTCA U
CTETIeHb OKUCIICHHS B JKeNe30-MophuprHe.

Cnenyer OTMETHUTh, 4TO BHe Komiuiekca ¢ CL
Cytc NPOSABILIET YpE3BbIYANHO cnabyto
MepoKCcHIa3Hy 0 akTUBHOCTH [106], a B koMIuiekce ¢
CL ero mepokcumazHasi aKTUBHOCTh CYIECTBEHHO
BO3pAcTaeT, Jefiasi €ro akTUBHBIM YYaCTHUKOM
MEMOpPaHHBIX TMPOLECCOB. XOTA HE BCE JETalH
crpoeHnus komiuiekca Cyt-CL  eme mposicHeHBI
[107], HO yke MOXHO CUHMTaTh, 4TO COOpPKa CaMoro

KOMILICKCa OCYHICCTBIIACTCA 6J1ar0L[ap;1
SJICKTPOCTATUYCCKUM B3aPIMO,Z[efICTBPIHM OJHOI'O
UKW  HECKOJIBKUX  IMOJIOKUTCIBHO  3aps’KCHHBIX

OCTaTKOB aMHUHOKHUCIOT (JIM3MHA) C OTPHLATEIHHO
3apsokeHHBIME ~ QochaTtHeiMu  TpymmamMu CL  m
ruapooOHBIM  B3aMMOJICHCTBHSAM  OJHOTO  WUTH
HECKOJIBKMX OCTaTKOB JKUpHBIX kucinor CL ¢
amoJIsIpHBIMKM ~ caliTaMu ~ Oelka, Tak 4YTO OHH
y4acTBYIOT B OOpa3oBaHMHM  «PACIUIaBICHHON»
OenkoBoi T1I0OYNBI. KaraquTuyeckuit MexaHu3M
peaKkuru TakXe MOJHOCTBHIO elle He BBIACHEH — Ha
JaHHBIA MOMEHT CYHMTAeTCs, 4YTO THPO3MIbHEIC
pamukanel (Tyre), oOpasymoomecs Ha OCTaTKax
TUPO3WHA, SIBISIFOTCS PEAKTHBHBIMH  MIPOMEXY-
TOYHBIMH  TNPOXYKTAaMHM  IIMKJIAa  IEPOKCHIA3bI,
NPUBOAAIINMH K nepeokucienuto CL. B pesynbrare
4Yero BBICOKOKOHCEPBAaTHBHBIM TYr67  sBiseTcs
BEPOSATHBIM JIOHOPOM DJIEKTPOHOB (paJrKaIbHBIM
aKLEeNTOpOM) B  OKCHI'CHA3HOW  MOJypeaKiuu
nepokcumasHoro — kommiekca  Cyt-CL  [105].
B xoneunom wrtore, Osarojaps OTMEYEHHBIM
CTPYKTYpPHBIM OcoOeHHOCTsIM, Komruiekchl Cyt-CL,
MOTPY)KCHHBIE B JUNUIHBIA  CIIOM  MeMOpaHbI
MUTOXOHJPUH, CIIOCOOHBI OCYIIECTBJISATH KaTalu3
JMIHUTHOM NePOKCH AL

OO6patuM Takke BHHMaHWe Ha pabory [14], B
KOTOpO# BIiepBble Obla MOKa3aHa CBs3b aroITo3a
KIETKH C TIepOKCHAa3HOH akTtuBHOCThIO Cytc,



dhopmupyromero komrmiekcsl ¢ CL. ITockonpky B
coctape  kommiekcoB ~ Cyt-CL  muroxpom C
(GYHKIMOHUPYET Kak IIepPOKCHAa3a, KaTalu3Hupys
nepekncHoe okucieHne CL B MHUTOXOHApHANbHOM
MeMOpaHe, TO 3TO, B CBOIO OYepe.h, CIIOCOOCTBYET
BbicBoOOXKAeHHI0o Cytc, a Takke  Ipyrux
MPOANONTOTUYECKUX (AKTOPOB M3 MHTOXOHIPHIH.
Takum 00pa3oM, NMEpeKNCHOE OKHCIICHHWE JIUIHIOB
(Bkarouass w  CL) MoOXeT TmNPHBOIUTH Kak K
yBenndeHuto myna Cyt C, JoCTyImHOTO ISl BBITYCKa,
TaK " K  HW3MEHCHHUIO MPOHUIIAEMOCTH
(mepmeabunu3aimm) HapyKHOH MeMOpaHbI
MHUTOXOHIpUil. B pesynmprate yero, B CBf3U C
nepMeaduIn3anyeii MUTOXOHAPHAIEHONH MeMOpaHbI
aKTUBUPYETCS BBICBOOOXK/ICHHE HECKOJIbKHX
MpOanoNToTHYeCKuX OenkoB, Bkimtouas Cytc [108],
U3 MEeXKMEMOPAHHOTO TIPOCTPAHCTBA MUTOXOH/PHI B
IIUTO30JIb, @ 3TO BEJIET K aKTHBAIUH CHEIU(PUISCKIX
HPOTEOIMTUIECKUX (EepPMEHTOB Kacma3 (IMCTEeHH-
3aBHCHMBIC  acIapTar-HalpaBICHHbIC IPOTEa3bl)
[109]. Kacmasel pacuiemisioT MENTHAHYIO CBS3b
MEXIy aMHHOKHCIOTAMH B O€JKax, MNP 3TOM
BXOJSIIUI B MX aKTUBHBII IIEHTP LIMCTEUH, OOKOBas
IIeTTb KOTOPOTO TPECTaBICHAa THOJBHOM TPYIIIOH,
HYKJICO(QMIBHO aTakyeT M pacIleruisieT IeIeBor
OeNOK TOJBKO TMOCIe OCTaTKa —AaclaparuHOBO

KHCJIOTHI.

B MuToxoHapusx  KHMBOM  KJIETKHM,  Kak
orMeuaercs B pabore [107], cymecTByroT 1Mo
MeHbIIIEH Mepe JBa CIocoda peryiIupoBaHUs

NepoKcuaa3Hol akTuBHOCTH Komiuiekca Cyt-CL.
OmMH ©W3 HHUX CBSI3aH C  BO3MOYKHOCTBIO
peryaupoBanus uepe3 GochOopHIUpOBaHHE THPO3U-
HOBOIO OCTarka Oelika, 4YTO OCYIIECTBIIACTCS
nepeHocom  docdarroit  (PO®) rpymmel  OT

Mmonekynsl  AT®  (amenosuntpudocdara) Ha
THPO3UHOBBII OCTAaTOK Oenka Oiaromaps crenuaib-
HeIM (hepMenTaM THpo3uHKHMHA3aM [110]. U3BecTHO,
4TO THUPO3HHOBOE (HOCHOPHIUPOBAHUE SBISCTCS
KJITFOYEBBIM (hPaKTOPOM B CUTHAJIBHOW TPAHCIYKIUH U
perymamun (epMEHTATUBHOW AaKTHBHOCTH, TaK Kak
MOXET YCHIUTh WIH «OTKIIOYUTE» (QYHKIHO-
HQJIBHYIO aKTUBHOCTb MHOTHX KJIETOYHBIX OENKOB,
(bepMeHTOB 1 OENTKOB CUTHANBHBIX myTei [111, 112].
B cayuae ¢ xommiekcom Cyt-CL Ttaxke ObLIO
yCTaHOBJEHO, 4YTO (ochOopUIMpOBaHUE OCTaTKa
tuposnHa TYr48 B Cyt C MOXeT CIyXHUTh B KAYeCTBE
MepeKIIIoYaTeNs — aronTo3a 4Yepe3  OTKII0YEHHE
nporecca nepekucHoro okucinennss CL - [113].
Bropoii cmocob cBsizZaH ¢ MHTEPECHOH BO3MOXK-
HOCTBIO PETYJIIMPOBAHUS TIPOIECCa IEPEKUCHOTO
okucienuss CL, uro oOecmeuuBaeTcst ydacTuem
JMOUIHBIX TuaponepokcunoB (Bmecro H,0;) B
KayeCTBE  HCTOYHHMKA  OKHCIHUTEIBHBIX  DKBH-
BAJICHTOB, IIOMAJAIONINX B KATaJUTHYCCKUN ITHKII
nepokcuaasbl. JeWcTBUTEIbHO, OKa3bIBAE€TCS, YTO
ruaponepokcuasl CL (M KMPHBIX KHCIIOT) MOTYT
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YCKOPHUTH TIpOIlecC MepekucHoro okucienuss CL
Oonee uyem Ha nBa mopsaka [114]. B konedHOM
uTore mporecc nepekucHoro okucieHuss CL
CTAHOBUTCSl HE3aBUCHMBIM OT IIOJa4d OKHCIIH-
TEJBHBIX SKBUBAJICHTOB MOBPEKICHHBIMUA MHTO-
xoHapusMu [115]. OTMeTHM TakxKe, YTO BO3MOXKHO
CYIIIECTBOBaHHE emie OJHOro (TpeThero) crocoba
PETYIANNT TTePOKCHIA3HOW aKTHBHOCTH KOMILIEKCa
Cyt-CL, koTophlii CBSi3aH C  BO3MOXKHOCTBIO
BKJIFOUCHHS B cocTaB koMiniekca Cyt-CL omHoOM namn
HECKONIBKMX  MOJIEKYNl  JHUIMO(QWUIBHOTO  aHTH-
OKcHIaHTa. TeopeTH4YeCKH 53TOT HOBBIH CIOCO0
peryysnuu OyAeT HaMH PacCMOTPEH HIDKE.

Takum 06pa3oM, B 3710pOBOM OpTaHU3ME aroITo3
SIBJISIETCA  HEOThEMJIEMOW  COCTAaBHOM  4acTbhiO
MPOIECCOB Pa3BUTHUS U TOMEOCTa3a 3pejod TKaHHU,
OTBeuasi 3a HOPMAIBHBIA XOJX TMpoIecca CMEHBI
KIeTOK.  MexaHuW3M  amomnTo3a  MPaKTHYECKH
YHUBEPCAICH ISl MIICKOIUTAIOIIUX. 3alMyCK 3TOro
MEXaHM3Ma TPOMCXOIUT B TeX CIy4asx, Korua
BpEIHOE BO3/IEHCTBHE HEJOCTATOYHO CHIIBHO, YTOOBI
BBI3BaTh  IATOJIOTMYECKYI0O (OpMYy  KIETOYHOU
cMmeptH — Hekpo3 [79-81].

[Ipouecc I1OJI, KOTOpHIA, B YaCTHOCTH, MOKET
WHUIMHPOBATH arorTo3s, HETIOCPEICTBEHHO
00yCIIOBIMBAE€T  MATOJOTUYECKHE HapyIICHUS
OapbepHBIX CBOWCTB JIMIHIHOTO OWCIIOS MeMOpaH.
B menom, mporecc mepeKncHOro OKHCIEHHS CyO-
crpara, B yactHoctu [10OJ1, BKIIIOYaeT TpU CTaAUH:

e CTajvs WHUIMAINHA — HAYMHAETCS TeHepamus
MEPBUYHBIX CBOOOJHBIX paJHMKaloB cyOcTpara
Omaromapst karanm3atopy ¢ ydactuem A®DK mubo
M3-3a JIEHCTBUS BHEIIHEro (QaxTopa, HampuMep
pajvaliiy Wid U3JTy4CHNUS;

e  CBOOOMHOpATWKANbHAS  CTaIus UOET
pa3BuTue 00pa30BaBINCHCS paIWKAIBHOW IEMU C
MOCIIEAYIONINM €€ Pa3BETBICHHUEM;

®  TMEpPEeKHCHas  CTamus
00pa3oBaHWE TEPEKUCEH JIUIHIOB
OPraHUYECKUX COEAUHEHUH.

Ilepeiinem  Tenepb HETIOCPECTBEHHO K
ONHMCaHUI0 KUHETHKH TEePOKCHIA3HOTO Ipolecca ¢
yuyactreMm komriekca Cyt-CL, xoTopslid, kKak OBLIO
OTMEUYEHO BBIIIE, MOXXHO KJIACCU(DUIIMPOBATh KaK
MEepoKCHAasy. 3a OCHOBY ONHMCAHMSA KaTald-
THYeckoro nukiaa s komrmiekca Cyt-CL BozpMeM
cxemy peakiui, npeaoxenuyio B [15]. Ha puc. 1
rpaguyecku  TpeACTaBlicHa ~ CXeMa  peaKiuil
NepoKcuaa3Hor akTuBHOCTH Komiuiekca Cyt-CL,
OCYIIIECTBISIEMOM B paMKax €ro KaTaJIUTHYeCKOI'O
mukna  (GpepMeHTaTUBHBIA TyTh). IIpomoimkeHue
npouecca IIOJI, BbI3bIBAEMOro MNEPOKCUAAZHOMN
akTHBHOCTBIO Komrutekca Cyt-CL, mpomcxomut Ha
He()EPMEHTATUBHOM IYTH C Y4YacTHEM JIMIHIHBIX
pajuKaioB, BBHIXOX KOTOPBIX WHHUIIMHPOBaH B
KaTamuTudeckoM Iukie. IlepBoit crammm pabOTHI
KaTaJIUuTUIECKOrO LUK COOTBETCTBYET

MIPOUCXOAUT
U JIPYyTux
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B3aumozeiicteue komuiekca Cyt-CL ¢ H,0,, uro
HpI/IBO,I[I/IT KaK K HU3MCHCHHUIO HpOTeHHOBOﬁ qacTu
Cytc, Tak M CTENEHU OKUCIICHUS aToMa JKeje3a B

noppupuHOBOM KoJblie. Ha puc. 1 mokaszaHo, kak

kommieke Cyt-CL (ma cxeme oH 0003HaueH, Kak
coctosiaue E) akTMBHpyeTCsS MepeKHuchio BOAOPO/IA,
MOCJIEIOBATEILHO MPOXO/s Yepe3 aKTHBHUPOBAHHBIC
cocrosauss E; m E,. Cormacmo [15], xommiekc
Cyt-CL siBisiercst peppunepokcnnasoii (Pr-Por-Fe"),
u 31ech Pr — GenkoBas yacth komiuiekca Cyt-CL, Por
— nopdupun, Por-Fe** — rem deppu-mmroxpoma C.

RH R-

Puc. 1. KaTanutuueckuii UKII, OMUCHIBAIOLUINN NEPOKCUAAZHYIO
aKTHBHOCTH KoMIutekca Cyt-CL.

BsaumoneiicTBue KOMIIIIEKCa Cyt-CL
(8 cocrosuun E) ¢ H,0, mpu mnepeHoce aByX
3IIEKTPOHOB OT remomnpoTenHa Ha H,O, mpuBoguT K
00pa30BaHMIO MIEPBOTO aKTHBUPOBAHHOTO KOMIIJIEKCA
— coenuuenus | (Pr-—Por—Fe‘“:O, 3mech Pre —
pagWKanl THPO3MHOBOTO JHOO TPHUITOPaHOBOTO
OCTaTKa NUTOXpoMa C), 0003HAYCHHOTO Ha CXEME,
kak E;. Ha BTopo#i cTrajuu MmepoKCHAa3HOTO IHMKIA
OJIHORJICKTPOHHOE OKHCIIeHHEe cyOcTpara (Ha cxeme
OH o0o3HaueH kak RH) mpuBoauT k 00pa3oBaHHIO
cBOOOAHOTO paaukana Re u BTOPOTO
AKTHBHUPOBAHHOTO KOMIUIekca — coenuHenus |l
(Pre-Por-Fe** 6o Pr-emH-Fe*=0), oGo3nauennoro
Ha cxeme, kak E,. Ha Ttperbedt cragum mpu
OJTHOBJICKTPOHHOM ~ BOCCTAHOBJICHHMHM  KOMILIEKCa
Cyt-CL wu3 cocrosans E; mnepokcHmazHBIA UK
3aMbIKaeTcsl ¢ Bo3BpamieHneM komruiekca Cyt-CL B

HCXOJHOC HCAKTUBUPOBAHHOC COCTOSIHHEC E.

HpI/I 3TOM IIPOTEKAIOT CICAYIOIINEC PECAKIINN:
E+H,0, > E, +H,0; (1)
E,+H,0, > E, ++007; (2
E,+RH > E, +R; 3)
E, +00" - E+O,; (4)
E,+RH—>E+R.. (5)

Mornekyna cybcrpara (nmumnmma) obo3HavyeHa
3gqecb B oOmeMm Bume kak RH, tak uyro s
JTUNUAHBIX Motekyn tumna LH cumBon R o6o3nauaet
OCHOBHYIO (IeTPOTOHUPOBAHHYO) YaCTh MOJICKYJIbI
munuaa L, a i munmuaHeIX Motekya tuma LH, mon
R cnenyer moHuMath paaukanbHyto rpymmy H-L.

B uwenom, mpomecc IIOJI wumper kak 1o
(depmeHTaTHBHOMY  (KaTaJlUTHYECKOMY) MyTH —

peakuuu (1)—(5) mms cyberpara RH (puc. 1) u
peaknuu (8)—(8a) mms cyberpara ROOH, Tak u mo
HedepmenTaruBHoMy nyTH — peakuuu (6), (7), (9),
(10)-(12), xoTopbie OYAyT BHIMKMCAHBI HUXKe. Takum
o0pa3oM, KpoMe MOJICKYJ JUMNuaa, Ha (epmeHTa-
THBHOM MYTH PEAKIUK OyayT 3aaeiiCTBOBaHBI U
HPOJYKTHl €ro OKUCICHHs (THAPONICPOKCHIBI), TaK
kak a1 komiuiekca Cyt-CL ruaponepoKcu Jumnmaa
SBISICTCSA CyOcTpaToM, Kak u cam jmnua [116], To
€CThb JTHU CyOCTparhl OYAyT KOHKYPUPYIOIIUMHU.
B paGore [116] sKcmepuMeHTaIBHO HCCIIEIOBaHA
KHHETHKAa HakomieHws npoxyktos [IOJI B
MPHUCYTCTBHU (-TOKO(EpOia WIU OJIHOTO U3 €ro
TOMOJIOTOB  JJS  TETPaTHOHEWII-KapIHOTUITHHA
(TLCL), xoropblif, Kak «aBOWHOI» (dochonumun,
ycinoBHO oTHocutess k tumy LH; TLCL wumeer
YeThIpe KUPHOKUCIOTHBIC [EMH BMECTO OOBIYHBIX
JIByX. Ero XBOCT COCTOUT U3 JABYX JABONHBIX YacTeH,
TaK 4YTO C KaXJOW CTOPOHBI OT TOJIOBHOW YacTH
MOJIEKYJIbI IMEETCS 10 Mape Ieneil >KUPHBIX KUCIOT,
B OTJIMYHE OT OOBIYHBEIX (hOCGHOIUITHIOB, XBOCTOBBIC
4acTH KOTOPBIX COJIEp)KAT IO OJHOH IKHPHO-
KucIoTHOW mnenu. B wactHoctH, B [116] ObuIO
MOKa3aHO, 4YTO B XOJe IMpolecca JHUIUIHON
MEPOKCHIANMU  00pa3yroTcs YeThIpe MNPOJyKTa
OKHCJIeHus: cHavyana — ruaponepokcun TLCL-OOH,
3ateM — ruapokcua TLCL-OH (BoccraHoBiIeHHBIN

MIPOIYKT) u JIBOMHOM TUJIPOTIEPOKCHU]]
HOO-TLCL-OOH, a w3 HuX B 3aBeplICHHE —
npoaykt HO-TLCL-OOH, to ectp mnpouecc

OKHUCJICHHS 110 IBYM XBOCTOBBIM uacTsam TLCL uzmer
HE3aBUCHUMO. 3aKIIOYUTENbHAS BOCCTAHOBJICHHAS
¢opma HO-TLCL-OH ne nabnronmamacek, mo Bcei
BUJMMOCTH, H3-32 JIOCTATOYHO KOPOTKOTO BPEMEHU
nporekanus peakiuu — 10 munyTt. Kak otmedeHo B
[116], mpu wu30bITKE TIEPEKUCH BOJOpOIA B
OCHOBHOM OyJeT HWATH HAKOIJICHHE THIPO-
MEPOKCH/IOB, a MPH HWCTOIICHWH 3araca MepeKUcH
BOJIOpOJA MEPOKCHIA3HBIN LUK MEPEKITIOUUTCS Ha
YTHIIU3ALHUIO MOJIEKYJI THIPOTIEPEKUCEH.

B paccmarpuBaeMoM ciy4yae BKJIaA B TO,
HACKOJIBKO BellMKa OyleT KOHeuHasl KOHIICHTpAIHs
npoayktoB I1OJI — rumponepokcugoB ROOH,
BHOCAT KaK  pEakIU¥  Pa3joXKEeHUS  THIPO-
MEPOKCUIOB, KaTanuupyemsbie komiuiekcom Cyt-CL
(peakunu (8) m (8a), mpuBemeHHBIE HWKE), TaK U
He(pepMEHTAaTUBHBIC PEAKIMM LEMHOr0 OKUCICHUS
JUIMAAOB, KOTOpble HIYT Onaromaps HaIHMIHIO
panukana Re, oOpa3syroierocsi Ha (epMEHTATUBHOM
nytu nporecca [TOJI (peakiuu (3) u (5)).

Jnst peakuuit kuaKo()a3HOTO OKUCICHHS MPH
B3aWMOJICHCTBUH PaJUKAIOB Re ¢ MOJEKyJISIpHBIM
kucinoporoM Oy, NPUCYTCTBYIOIIMM OOBIYHO B
KUIKOW (pase B TOCTATOUHOM KOJIMYECTBE, C OUYCHb
BBICOKOW CKOPOCTBIO 00pa3yloTcs TEpOKCHIIbHBIC
pamukansr ROOe (ks ~ 107 + 10° M's™) [18]. Hrax,
nepBasi peakiys MPOJIODKSHHUS e HMEeT BH/L:



R«+0O, - ROO- . (6)

3areM  MPOMCXOIAWT  €mle  OAHA  peaKius

MPOJOJIKEHUS TIEMH, MPHUBOAAIIAS K 00pa30BaHUIO

1-ro pPOJIyKTa OKHCIICHHS JUTAA -
ruaponepokcuga ROOH:

ROO«+RH — R«+ROOH. @)

Jlaiee nenHas peakius aKTHUBHO pa3BHUBACTCS
Onarozmaps uepenoBanuto peakimi (6) u (7).

Pagukaner  ROQOe  oOmienpuHATO  CUHTATH
JAIOIMMU TJIaBHBIA BKIay B mporecc [10JI, Tak kak
TOJMBKO ¢ MX yuactueM, coriacHo (6) u (7), umer
nponomkenne tenu [18]. Ormerum Takxke, dTO
M3-3a CYNIECTBEHHO 00Jiee BHICOKOW PEaKIIMOHHOCTH
y ROQe, uem y Re, m1s BeTUYMH UX KOHIICHTPAIIUN
Oynet umeTh Mecto HepaBeHCTBO [Re] << [ROOe].

Hanee Ha QepMEHTaTUBHOM IIyTH MBI OyaeMm
VUUTBIBATh €Il OJWH CyOcTpaT H3ydaeMou
nmepoKcuaassl (JIUMUAHBIA THAPOTIEPOKCHI) U €ro
peakiuy, NPUBOMAIIAE K  BBIPOXKACHHOMY
Pa3BETBIICHUIO MEPBUYHON paUKaIbHOM 1enu:

ROOH + E — RO«+E,; (8)
ROOH +E, — RO«+E,. (8a)

Takum obpazom, mns cyocrpara ROOH Oymem
YYUTHIBATh TOJBKO €ro KAaTaIMTUYECKUI pacrmaj,
cormacio peakumsm  (8) w  (8a), maromum
npeoOnagarmui  Bkian. TepmMudeckuid pacman
ROOH, To ecth peakiuio 63 yyacTHs KaTtajau3aropa
ROOH — ROe + HOe, MBI 3mECH HE paccma-
TpUBaeM, Tak Kak B (PU3UOJIOTUYECKUX YCIOBHUAX €€
MPOTEKaHWE HAMHOTO MeEHEe BEpOATHO, YeM
KaTamuTHYeckui  pacmazn.  Jpyrue — peakuuw,
Hanpumep: ROOH + ROOs — RO+ + ROH + O; u
ROOH + Re — ROH + ROe, kortopbie MOriu Obl
MPUBECTH K PA3BETBJICHHIO IIEIH, KaK U peakuuu (8)
u (8a), uMmerT eme Ooee HHU3KYIO BEPOATHOCTH
peanu3anuu B XUBoOH Kietke. To ecTsh, nanee OyayT
yUYHuTBIBaThCS TOJNBKO peakimu (8) m (8a), maromme
BBIPOXK/ICHHOE Pa3BETBIICHHE IIeNH. B uTore, memHast
peakmusi MPOAOIDKAETCS y)KE C ydyacTHEM pajuKaia
ROe [18], mpuBoas kK 00pa3oBaHHIO 2-TO HPOJYKTa
OKHCIIeHHs nunuaa — rugpokcuga ROH:

RO«+RH — R++ROH. 9)

I[anee BBITTUIIIEM BO3MOKHBIC peaknnun
peKOM6I/IHaHI/II/I JIMIMUIHBIX paI[I/IKaHOB:

ROO++R0O0* - ROOOOR; (10)

R«+ROQO+ — ROOR; (10a)

Re+Re—> R,; (10b)

RO ++RO0* — ROOOR; (10c)

R«+RO* — ROR; (10d)

RO-+R0O* —> ROOR; (10e)

Re+.00~ — MOJEKYJIsApHbIC MPOoayKThl + /v (11)
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ROOQO++ROOH — BTOpHYHBIE TPOIYKTHI
JIMITUTHOM EPOKCUIAIIN (12)

IIpu nanbHeMIeEM pacCMOTPEHUHU PEAKIUSIMU
(10a)—(10e) moxHO mpeHeOpeuyb H3-3a WX MAJOrO
BKJIaJa B KHHETHKY HCCIIEIyeMOro Mpoiecca o
cpaBuenunto ¢ peaxrueii (10), tak kak peakws (10)
MMeeT HauOOJIbIIYI0 KOHCTAHTY CKOPOCTH PEaKIHu
U BbImonHseTcs HepaBeHCTBO: [ROOe] >> [Re],
[ROe]. Ormerum Taxske, uro peakiust (10) oObraHO
UJIET C TOCIEAYIOIUM JUCIIPOTIOPIIMOHUPOBAHIEM

u H3ITyICHHEM KBaHTAa cBeTa hv

[18, 91]: ROOOOR —» R'OH +R"=0 + O, + Av.
Kak  w3BecTHO, peaknuum  PEKOMOMHAIINH

paauKaioB OTJINYAIOTCA 3HAYUTEIHHBIM

BBIJICICHUEM DSHEPTHH, TaK 4YTO MPOAYKT MOXKET
0Ka3aTbCsi B BO30YXKICHHOM COCTOSIHUM U €ro
nepexol B OCHOBHOE COCTOSHHE MOXET OBITh
n3nyyarensHbiM [18, 91]. Umenno peakuus (10) u
TPUBOJTUT K MOSIBIICHHIO XapaKkTepHOit
JIFOMUHECLICHTHON BCHBIIIKH, CUTHAJIU3UPYIOUIEH O
nosieHnd  paaukaioB  ROOe.  Usmepenue
napamMeTpoB  JAHHOTO  W3JIYyYCHHS  TPOBOIST
METONOM  XeMumoMuHeciieHnuud  [18,91], wu
MOJTy4eHHast TAKUM 00pa3oM HHQOpMAaIHs TOMOTaeT
BBUICHUTh JeTanu KuHeTtuku mnpouecca [IOJI u
MPOSICHUTD HEKOTOpHIE 0COOEHHOCTH ero
Mexanu3ma. B obmiem cimydae peakumn (10)—(11)
Onmarozmapsi WM3IY4YEHUIO KBAaHTa XEMUIIOMHUHECILIEH-
UM MOXXHO HCIOJNb30BaTh B POJM ONTUYCCKUX
WHIUKAaTOpOB KuHETHKH Tporiecca [10JI.
PestoMupys BbllIecKa3aHHOE, TOJYEPKHEM, UTO B
ciydae komrmuiekca Cyt-CL cybcerparom sBIsitOTCS
KaK KHPHOKUCIIOTHBIC IICTIH TTOJIMHEHACHIIICHHBIX

KUPHBIX ~ KHCJIOT,  BXOIAIIME B  COCTaB
dochomunuaos (tuma LH wmm LH;), tak wu
npomykTel peaknuii  [IOJI - ruapomepekucu

munuaoB (LOOH). TIpomMeKyTOYHBIME MTPOLYKTAMU
peakuuii MEepOKCHIA3HOTO Mpolecca  SIBISIOTCS
taroke munuanbie pagukaisl (Le, LOOe u LOs). Tlpu
3TOM HAJI0 MMETh B BHIY, YTO B pe3yJbTaTe HEMHON
peakiuu  (6)—(7) Ha OAMH JIMIONEPOKCHIBHBIN
pamukan LOOe B Owomornmyeckux MeMOpaHax
MPUXOAUTCS 00pa3oBaHUE JOCTATOYHO OOJIBIIETO
KOJIMYecTBa MoJieKyn ruapornepokcuna LOOH.
[Moxa kommnekc Cyt-CL He pa3pylieH HaKOIUIEHHEM
OKHCJICHHBIX TPOIYKTOB BOJHM3W HEro, OH OyIeT
MpOMOJDKAaTh  pasjaratb  Monekynsl LH  u
obpasyromuecs B nporecce [10JI monexynsr LOOH,
TeHepUpYys NpU OTOM HOBBIE paguKambsl. A
TIOCKOJIBKY TIOCIIe Pa3BETBICHUS PAAMKAIBHOHN [eTTH
nporiecc [IOJI yckopsiercs, TO mpu HegoCTaTKe
AQHTUOKCHJIAHTOB B  MeMOpaHe OH  MOXeET
MIPHOOPECTH B3PBIBOIIOOOHBINA XapaKTep.

Takum obpazom, coyeTaHue peaxuuit
pas3yioKeHHs TUAPOIIEPOKCHIIOB, KaTaJH3HPYEMBIX
komruiekcom Cyt-CL, ¢ HedepMmMeHTaTUBHBIMU
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pEaKIusIMU TICTTHOTO OKHCIICHHUS JIUMUJIOB, MOXET
TPUBECTH K CHIIBHOMY JIOKAJIbHOMY TIEPEOKUCICHHTO
B OmomemOpane. U 3710, Kak oTMe4aercs B pabote
[107], MokeT crarh MPUYMHON 0Opa30BaHMS IOPEHI
(maxxe Ge3 y4yacTHs MpOANONTOTHYECKUX (HAKTOPOB),
gepe3  KOTOPYIO  3aTéM  BO3MOXEH  BBIXOJ
UTOXpOMa C M3 MUTOXOHJPUH Yepe3 MexMeMOpaH-
HOE MPOCTPAHCTBO B IUTO30Ib, U TEM CaMbIM OyJeT
WHHUIIMAPOBAH TPOLIECC AIONTO3a KIETKH.

B cBs3u ¢ TeMm, YTO TMPUCYTCTBHE KOMILICKCA
Cyt-CL BHyTpH MeMOpaHHOIO CJIOSl 3aMETHO
UCKPHBIIAET MOBEPXHOCTh MEMOpPaHbI, 0OCYIUM Te
MEXaHU3MBI U YCUIIMBAIOIINE UX (aKTOPhI, KOTOPHIE
NPEISITCTBYIOT HAKOIUICHUIO JIMMUIHBIX PATUKAIIOB,
a 3HAYWT, W TPOAYKTOB OKHCIICHWS JIHITHIOB,
HETOCPE/ICTBCHHO B TOM 30HE MeMOpaHbl, TJe
pacnonoxen komruiekc Cyt-CL wu moBepxHOCTB
MeMOpaHBl HamOojiee CHJIBHO HCKpuBieHa. [lpu
OBICTPOM JIATEPAIILHOM TIEPEMEIIEHUM JIAIIHIHBIX
pamuKaloB B MeMOpaHe OHM HE HAKaIUIMBAIOTCS B
HETIOCPE/ICTBEHHOW  OJNM30CTH  OT  KOMILIEKca
Cyt-CL, uto oOecneuuBaeT 0ojiee paBHOMEPHOE
MpOTeKaHWEe peaknuii HehepMEeHTATHBHOTO TMYTH
MEPOKCUIA3HOTO  Mpolecca. Pa3muuyHBIE  THIIBI
NBIDKEHHH MOJIEKYl B MeMOpaHe BHOCST B
JaTepagbHYyIO MOJABMKHOCTE CBOM BKJIaa. OCHOBHBIM

MEXaHHU3MOM, MPEMNSATCTBY FOIIUM CHIIbHOMY
JIOKaJTFHOMY TIEPEOKHCIICHHI0 B OMOMeMOpaHax, 1o
Bcel BUIUMOCTH, SABIISICTCA MEXaHU3M
MEXMOJICKYJIIPHOH sctaderHoi nepeaavu

paIUKaNbHOTO WEHTpPa B YIJIEBOJOPOJHON 30HE
memOpan: Re + RH — RH + Re [18]. Ero Bbicokuii
BKIIQJl B JIATEPANBHYI) MOJBWKHOCTH JIIHIHBIX
pamukanoB obecrneunBaloT TpU (akropa: OuYEHb
ObICTpOEe BpallleHHE JHIUAHBIX MOJIEKYJ BIOJb
CBOCH TPOAOILHOW OCH, CIOCOOHOCTBH JIMITHIHBIX
MOJIEKYJI JIETKO BBITIOJHATH BHYTPUMOJEKYIISAPHEIE
MEePerpyniupoBKH U BBICOKAS TIOTHOCTh YIAKOBKH
MOJICKYJ B IUMHIHOM Oucioe MemOpaH. Jlpyrue
TUIBI JBHXKCHUST MOJICKYJ W PajMKaJOB JIUIHJIOB B
MeMOpaHe (maTepanbHas muddyzus u
TpaHcMeMOpaHHbie (Gaum-(Gaon mepexoasl) IaroT
3aMETHO MeHbIIMM Bkmaa. Ha miockux ywacTkax
OnomeMOpaH CKOpOCTh JarepaibHOi auddy3un
MOJIEKYJl JIMIIUAOB JOCTaTOYHO BBICOKA, YTO
CITOCOOCTBYEeT OoJjiee paBHOMEPHOMY pacrpene-
JICHWUIO KOHILIEHTpAUK JIMOUIHBIX MOJIEKYNl |
paarKaioB B KJICTOYHOW MeMOpaHe (B ylaJleHUH OT
komrutekca Cyt-CL), HO B MCKPHBIJIEHHBIX ydacTKax
MeMOpaHbl (B MECTax pPAaCIOJIOKEHUS] KOMIUIEKCOB
Cyt-CL) ckopocts  marepaibpHOM  muddys3un
cymectBeHHo magaet [18] (moutu Ha 1Ba mopsaka).
Bxnax TparcMeMOpaHHBIX (hIUI-(IION MEpeXxoI0B B
yCTaHOBJICHHWE OoJiee PaBHOMEPHOW KOHIEHTPALUH
JUMUAHBIX paguKaloB B MeMOpane emie Oonee
HU3KWH, dYeM Jns  JatepanbHoOil  nuddysuu.
HecmoTpst Ha TO, 4TO B HCKPUBIECHHBIX Yy4acTKax

MeMOpaHBI 9acToTa TPaHCMEeMOpaHHBIX (uIHII-(IToT
NEepeXOJ0B  3HAYMTENbHO  yBenuuuBaercs [18]
(bomee yem Ha JBa TOpsAAKA), OHA IO BEIUYHMHE
ocTaeTcsl 4Upe3BhIYaHO HHM3KOH. OTMETHM TakKXKe,
4To, coriacHo [18], MexaHW3M MEXKMOJEKYIJIAPHOR
sctaeTHON Mepeaay, COBMECTHO C MEXaHH3MOM
BHYTPUMOJICKYJSIPHOH ~ HM30MEpH3alun (mepe-
CTPOWKH) pajuKaia, JIEKAT B OCHOBE pealn3alliu
3alllUTHOT'O ):[eﬁCTBPIH HU3KOMOJICKYJIAPHBIX
YKHPOPACTBOPUMBIX aHTHOKCHUIAHTOB (TOKO(EpOIIoB,
TOKOTPHUEHOJIOB, YOUXUHOHOB U KAPOTHHOWUJIOB).

YYET BJIMAHUA a-TOKODPEPOJIA U
EI'O 'OMOJIOI'OB HA ITEPOKCUJIA3HYIO
AKTHUBHOCTbB KOMITJIEKCA Cyt-CL

Butamun E  (a-Toxodepon) u ero romosioru
ABJSIFOTCS HpsAMBIMU niepexBatunkamMu CP u Tem
CaMbIM 3allUINAIOT KJIETKYy OT OKCHIATHBHOI'O
cTpecca, KOTOPBI BO3HUKAET NMPH OTKIOHEHHWH OT
HOpMasibHOTO ypoBHI A®K, yuacTByromux B
KJIETOYHOM MeTalonu3me. M3ydeHuro pa3ianyuHbIX
3alIMTHBIX ~ CBOMCTB  ceMmeicTBa  BuUTamMuHa E
(ToxOo(eposTBl U TOKOTPUEHOJIBI) TTOCBSALICHO OYEHb
MHOTO HccienoBaHuii — BuTamuH E  BmomHe
3aCITy’)KEHHO CUUTAIOT TJIaBHBIM XHPOPACTBOPHUMBIM
aHTHOKCHIaHTOM [4, 117-123].

OtMeTuM, YTO TOKO(EpOJIbl B OHMOJIOTHYECKUX
MeMOpaHaxX BBIMONTHIIOT CTPYKTYpOOOpa3yIoNIyro
GyHKIUIO Yepe3 MOTUPHUIUpYIOIee ICUCTBHE Ha
tdochomunuanpie 6ucnon. BaxHO Takxke OOpaTUThH
BHHUMAaHHE Ha CIIOCOOHOCTh o-TOKodepona K
00pa3oBaHHI0 KOMILUIEKCOB C  (QOCOHOIHITUAAMU.
OO0umii MemOpaHoTponHbI 3¢ ¢dexT Tokodepona
3aKJIF0YAeTCAd B €r0 CHOCOOHOCTH OBITH HE TOJBKO
[ePeXBaTYNKOM JIMIIUAHBIX PaJUKaIOB, HO W
MOJYJISTOPOM (U3UYECKUX CBOMCTB JIMIIUAHOTO
Oucnos, moaAepKUBas HEOOXOAUMYIO IUIOTHOCTh
YIakoBKH (HOCHOIUNHAIOB W OTPAaHUIHBAS JOCTYII
KHCJIOpOJIa K KUPHOKUCIOTHBIM IICTISIM, & TaKiKe OH
oOecrieunBaeT ycJOBUS  JUIA  BBIOJHEHUS B
omomemOpaHax AHTUOKCUIAHTHON byHKIIHA
JPYTUMH aHTHOKCHUAAHTaMH. MeMOpaHOTPOIHEIH
3¢ deKT ToKo(pEepoIoB MPOSBISETCS B TOM, YTO HX
B3aMMOJIEHCTBHUE C HACHILEHHBIMU (hochonnnumamu
«pa3phIXJIgeT» JIATTATHBINA oucIoi, a ¢
HEHACBIIICHHBIMU  (ochoMUnuIamMy, HaIpOTHB,
NPUBOIUT K €ro YIJIOTHEHHIO, TO €CTh CHIJKAaeT
MIPOHMUITAEMOCT, MeMOpaH, a TakkKe TOKOo(]epoIbl
CBSI3BIBAIOT CBOOOHBIC YKUPHBIE KHUCIOTHI, H30BITOK
KOTOPBIX JecTabuinmu3upyeT MeMOpaHHYIO
CTpyKTypy. Clenyer nmom4epKHyTh, 4TO MEeMOpaHo-
TponHblii  3ddekt oa-Toxodepona, crocoOCTBYS
VIUIOTHEHUIO JIMIIMAHOTO OHUCIosA, 0oOecrevnBaeT
TaKKe [JOINOJHHUTEIFHOE YBEIMYCHHE CKOPOCTH
sctaeTHOM Tmepemadd paguKagbHBIX ILIEHTPOB,
KOTOpasi MPpenaTcTByeT HakorieHuto CP numuaos u
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MPOIYKTOB MX OKHCJIEHHS HEMOCPEICTBEHHO B 30HE
pacnionoxxenus: komruiekca Cyt-CL.

Takum oOpa3oM, MBI NOpeANoyaraeM, HTO
MPUCYTCTBHE 0-TOKO(Eposia B COCTaBe KOMILIEKCa
Cyt-CL ¢ ydetoM OKa3bIBaeMOro a-TOKO(hepoIoM
MeMOPaHOTPOITHOTO s dexTa Oyzer
croco0cTBOBaTh yIUIOTHEHUIO KomIuiekca Cyt-CL u
BXOJKICHHIO B €r0 COCTAB €Il HECKOIBKUX MOJIEKYJI
CL. A Tak Kkak TmepoKCUIa3Has aKTHBHOCTb
KOMIUIEKCA  pacTeT  MpPONOPIHMOHAIBHO  YHUCIY
momekya CL [104], To mpucyTcTBHE a-TOKO(EpOIa
B cocraBe kommiekca Cyt-CL ycunaur ero
MEPOKCUIA3HYI0 AaKTHBHOCTh. Takum o0Opaszom,
HallM4he o-TOKOdeposia B COCTaBe KOMILIEKCa
Cyt-CL OTKpPBIBAET erie OJIUH croco0
(BBILIEYTOMSIHYTBIf HaMH KaK TpeTuil crmoco0)
PEryJsiK  TMEePOKCUIA3HOH AaKTUBHOCTH TaKOTO
pO/ia KOMITJIEKCOB.

OTMeTHM elle OJJHY XapaKTepHYI 0COOEHHOCTH
a-tokodepona, ykazanHyio B [4]: a-Toxodepon
HanOosiee aKTHBHO TYIINT MMEHHO IEPOKCHIIBHBIC
pamuKanbl W 3HAYMTENLHO cliabee — alKWIbHBIE
pagukaibl. A Tak Kak TEPOKCHIbHBIA paauKal
ROOe sBusiercss caMbiM PeaKIIMOHHOCTIOCOOHBIM
paguKaioM, B CPaBHEHHUH C JAPYTUMH JIHITUIHBIMH
pagMKazaMu — aJKHIbHBIM Re W amKOKCHIIBHBIM
ROe, T0 BuramuH E, mnpucyrcrBytommii B
MmeMmOpaHax, sBiIsgeTcss o4deHb  A()PEKTHUBHBIM
TYLIUTENEM LEMHON peakinu, 3ammiias MemMOpaHy
or IIOJI. Ilpu TymieHMM JNHUIUAHBIX paAUKaIOB
a-ToKo(beposIoM  Tocie  JIOHaIMM  MPOTOHA
oOpa3yercsi  a-TOKO(EPOKCHI-paIUKa, KOTOPBIH
OYEHb CTa0MJEH W K TOMY JK€ CIOCOOEH TaKxke
B3aUMOJICHCTBOBATh C JIMMUAHBIMH PaIHKaIaAMH,
obpa3yss J0CTaTO4YHO Oe€30macHble I KIIETKH
OKHUCJICHHBIE MOJIEKYJISIPHbIE NPOAYKTHL. B XuBOM
KJIETKE  BOCCTAHABIMBATh  G-TOKOQeposn U3
OKHCIICHHOTO HJIM PAIMKaIBbHOTO COCTOSHHSA 10 €ro
Oosee  aKTHBHOM  mepBOHadanbHOW  (hopMBbI
cnocoOHbl BUTaMuH C, TIYTaTHOH M YOMXHHOH
Ko3H3UM Q19 — B 3TOM MpPOSBISIETCS CHHEPTHS B
cucreme AO3.

AHTHOKCHIIAHTBI, OOpBIBasl paluKaIbHbIE LENH 1
TOPMO3sT ~ TIporiecc  00pa3oBaHHS  HPOIYKTOB
OKHCIICHHS,  HEOOXOAWMBI  KaK  ONEpaTHBHOE
CPE/CTBO DETYJSIIUN TEPOKCHUAAa3HOW aKTUBHOCTH
kommiekca Cyt-CL. Ilockomeky oOpa3oBaHue
N30BITOYHOTO KOJIYeCTBa JIMTTHTHBIX
THJPOIIEPOKCUIOB H3-3a BBIIICONUCAHHBIX palu-
KaJbHBIX PEeaKUHid SBISETCS TOMYKOM K 3alycCKy
armonro3a [14], TO ¢ MOMOLIBIO AHTHOKCHIAHTOB
MOXHO 3(PGEKTHBHO KOHTPOJIMPOBATH TIPOIECC
[TOJI B ocHOBHOM 4epe3 ero CBOOOAHOPAANKATBHYIO
CTQIWIO, a 3HAYMUT, JOOUTHCS KOHTPONIS HaJ
MIPOIIECCOM arornTo3a B 1eom [124].

B npocreiimiem cinydae ONHMCAHME KHUHETUKH
[NOJI ¢ ywactmem xomiuiekca Cyt-CL u

a-Toko(epoia UM ogHoro u3 ero romoyoros (PMC
u Cs — CM. puc. 2) yKIaJpIBaeTcs B pPaMKH
AQHAJIOTUYHONW CXEMbl KaTAIMTUYECKUX peaKiui
(puc. 1) m peakumii ¢ ygactuem CP, mogoOGHBIX
ONMKMCAaHHBIM BBIIIE, HO C AHTHOKCHIAHTOM B POJIU
JIOTIOJIHUTENIBHOTO ~ cyOcTpata. B oriamume ot
CTaHIapTHOTO TMOAXOJa K  y4eTy JeWCTBHUSA
AHTHOKCHJAHTa, KOT/Ia €r0 yYUTHIBAIOT TOJBKO Kak
nepexBatunka CP Ha HedepMEHTaTUBHOM NYyTH
npouecca IIOJI, 3mece Mbl B JONOJIHEHHE K €r0
AHTUPAANKAIGHON  aKTHMBHOCTH  BKJIIOYAM U
peaknuy, BO3MOXHBIE C €ro ydJacTHeM Ha
(hepMeHTaTHBHOM Iy TH, OIHCHIBAIOIIIEM
MEPOKCUIAa3HYI0 aKTHBHOCTh Komruiekca Cyt-CL.
JT0, TpexkIe BCEro, CBSI3aHO C  HAIUM
MPEJINOJI0KEHUEM O TOM, YTO B COCTaB KOMILIEKCA
Cyt-CL mpu ero HaxOXIEHWHW BHYTPH MeMOpaHbI
BO3MOJKHO BXOXJIEHHE OJHOM WM HECKOJBKHX
MOJIEKYJ  YKHPOPACTBOPHMOTO  AHTHOKCHIAHTA.
Takast mocTaHOBKa 3a/1a4ll OPMYITHPYETCS BIIEPBBIC
(moka He HaWAET CBOETrO0 SKCIEPUMEHTAIHLHOTO
MOATBEPKIACHUS WIIM  OTNPOBEP)KEHHS) W  IOKa
paccMaTpuBaeTCs TCOPSTHYECKH, KaK BO3MOXKHBIN
TpeTHid  Crmocod  perynsanud  MepoKCHUAa3HOU
aKTUBHOCTA B [IOTIOJIHEHHWE K TEeM JABYM, 4YTO
o0cyxaanuch paHee 1 orMedens B [107].

Wrtax, Oymem cumrTaTh, dYTO  MOJEKyJa
AaHTHOKCHIAHTa, s KOTOpOil BBemeM OOBIYHOE
o0o3nauenue InH, Take 3azeilicTBoBaHa Ha
(depMeHTaTHBHOM Iy TH mpouecca 101,
MOKa3aHHOM Ha puc. 1, mpm 3TOM CHMBON AJs
MouieKyJ bl unuaa RH 3amensieTcss cumBoiIOM Jist
MOJIEKYJIBI ~ aHTHOKcuganta InH, koTtopeiM, B
YaCTHOCTH, MOXKET OBITh WIH «G-TOKOQEpONI WIN
OIMH W3 €ro TOMOJIOTOB C YKOPOUYCHHOH OOKOBOI
nensto  (xBocrom): Cs uw PMC. B wurore, c¢
komimiekcoM Cyt-CL B cocrosumsax E; m E;
anTrokcuaanT INH ydactByeT B peakiusx, KOTOpbIe
MOJTHOCTBIO AHaJIOTHYHBI COOTBETCTBYIOIIUM
peakiusam  komuiekca Cyt-CL ¢ sjummupom RH
(cm. peakium (20) u (21), npuBeICHHBIC HUXKE, H
peakuuu (3) u (5) COOTBETCTBEHHO).

Jlanee mpuBeneM CTPYKTYpHBIE (GOPMYIbI s
0-ToKo(epoIia ¥ ero TOMOJIOTOB!

(8]

HO

HOY HO

(6) ()

Puc. 2. (a) o-toxodepon (Buramuu E) u ero romonorua c
yKOpOueHHbIM  xBoctoM:  (0)  2,5,7,8,-Tetramethyl-2(4-
methylpenthyl)-6-chromanol (Cs) u (8) 2,2,5,7,8-Pentamethyl-6-
chromanol (PMC) coorBetcTBeHHO.



OTMeTM, 9YTO Kak a-TOKO(EPOKCHII-paanKall,
TaK W  pajudKaJbHble  (QOPMBI  TOMOJIOTOB
a-tokoepona ¢ ykopoueHHbiM XxBocToM (Cs m
PMC) stistroTcst cTaOMIBHBIMA paJiKajJaMd, U OHU
TaKXKeE AKTHBHO Y4aCTBYIOT B peaKnuax C
pamuKanaMu JUMHI0B, HeWTpamu3ys ux. Kak u ais
a-Toko(eponia, OKUCICHHBIC U pajuKaIbHbIe (HOpMBI
ero romonoroB Cg¢ mw PMC ¢ nomomso
aCKOPOMHOBOM KHUCIIOTHI MM YOMXHHOHA KOIH3UMA
Q10 MOTYT OBITB JIETKO BOCCTAHOBIICHBI.

Ilepen TeM Kkak NPUBECTH PEAKIUH, KOTOPbIE
YYUTHIBAIOT  JIGHCTBHE  aHTHOKCHJAHTa  Ha
U3y4aeMbll  MEpOKCUAA3HbIA  MpOLecC, KPaTKo
00CyIuM BOIIPOC O PAaBHOMEPHOM pacipe/ieieHU!
AHTUOKCHJIAHTAa B MeMOpaHe, KOTOPbIA BaXKeH s
peanu3anyyd  AHTHOKCHJAHTAMH WX  3allUTHOTO
nercTBus. Tak Kak pa3Mmep MOJIEKYJbl, Macca M
JUTHHA XBOCTOBOM 4acTH y o-Tokodeposa maibl (a y
€ro TOMOJIOTOB €IIe MEHbIIIE), TO ISl HUX CKOPOCTh
narepaibHOl (G (y3UH 3HAYUTEITBHO BBIIIE, YEM
JUTSL MOJICKYJT JIMITUIOB, U TIPU 3TOM OHA HE CHUIIBHO
najiaeT Ha WCKPHUBIICHHBIX YYacTKaXx MeMOpaHbI, TO
€CTh B MeCTax pacmoyioskeHust komriekcos Cyt-CL.
Bricokas JlaTepajibHasd IHOABHUXKXHOCTH MOJICKY I
a-Tokoepona u o-TOKO(pEepOKCHI-paauKana (1 ux
TOMOJIOTOB) ~ OOecrieuuBaeT HMX  pPaBHOMEPHOE
pacmpeneneHie B MeMOpaHe,  CIIOCOOCTBYS
a¢dexTuBHOM 3amuTe Kak komiuiekca Cyt-CL, Tak
W OCTaJbHOW YacTH MEMOpaHbl OT JIMIHUIHBIX

paaukamoB u mnepeokucieHus. OTMETHM, 4YTO
sctaeTHBI  MEXaHu3M  JUIS  a-TOKodepona:
Ine+ InH — InH + In® Taxxke BHOCUT BKJIAI B
MOJAJCpXKAHUE  PaBHOMEPHOTO  PACHpEe/eIICHUs

MOJIEKYJl ~ 0-TOKO(epona H  a-TOKO(EpOKCHII-
paaukaiza B MeMOpaHe, HO BKJIAJl 3TOTO MEXaHU3Ma
HE CTOJIb BEJIMK, KaK JUIsl JIUIHJIOB, TaK KaK Cpe/iHee
paccTosiHME MEXAy MOJEKyJIaMH o-ToKo(epoma
HAaMHOTO OoJblie, 4eM IS JIMIMUAHBIX MOJEKYJI.
CrenoBatensHO, UIst HHU3KOMOJICKYJISIPHBIX
AHTHOKCHJAHTOB TJIABHBIH BKJIQ B 00ECHEUCHUE MX
BBICOKOH  TIOABMDKHOCTH  BHOCHT  JlaTepalibHas
i dysust.

Hdnst  TeopeTndyeckoro  OMNWCaHWS  AHTH-
OKCHJIQaHTHOM aKTHUBHOCTH O-TOoKodeposna (1 ero

romoigoroB C¢ mw PMC) B gamHOii pabote
UCIIOJIB3YETCS CIIEAYIOIINE PEAKIINH:

InH + Re— In++RH; (13)

InH + ROO* — In«+ROO0OH; (14)

InH+RO¢ — In«+ROH; (15)

Ine+Re — INR; (16)

Ine+RO0* — INOOR; @an

Ine+RO* — INOR,; (18)

Ine+Ine — In,; (19)

INH+E, — Ine+E,; (20)
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INH+E, > Ine+E . (21)

OTMeTrM, YTO TpPU BBICOKOH KOHIIEHTpAIMU
aHTUOKCHIaHTa oOparHas peakuus st (13)
HayMHAeT JaBaTh 3aMETHBIM BKJIAJ B KHHETHKY
HCCIeyeMoro  Iporecca, B 3TOM  Clydae
AHTUOKCHIAHT OyJeT MPOSBIATH MPOOKCHIAHTHYIO
aKTHBHOCTb. B o3Toll paboTe mpH COCTaBICHUU
obmielt cucrembl auddepeHIManbHbIX YpaBHEHUIHA
MBI 3Ty peakuuio He OylIeM TpUHHMAaTh BO
BHUMaHHE, TEM CaMblM IIOpasyMeBas, dTO
KOHIICHTpAIIHsI aHTHOKCUIAHTA HE CTOIb BBHICOKA.

3aBepmias oOmUcaHUe OOIIEH CXeMBl pPeaKIHi
HCCIIelyeMOro TpoLecca, JOMOTHUTEIFHO BKIIOUYUM
B HEe elle OJJHO YPaBHEHHE PEaKIny Ul ydeTa TOro
¢akra, YTO CYyNEpPOKCHA aHUOH-PAJUKAT MOXKET
CHOHTaHHO JTUCMYTHPOBaTb B  MOJIEKYJISAPHBIHI
KUCIOpOA (BpeMsi JKM3HH CYNEpPOKCHA aHHOH-
paaukania B OMOJIOTHUECKHX CyOCTpaTax COCTaBIISET
oxomo 107 ¢):

«00 ++00™ +2H" - H,0, +'0,. (22)

Jlns  croHTaHHO WAyIied peakuuu (22) 1pH
pH = 7 xoncTanTa ckopocTH peakiun k ~ 10° M s,
OoOpasyromuiics B peakiuud (22) CHUHIJICTHBIH
kucnopos 'Oy GICTPO MepeXOauT B TpHILIETHBIH O,
00 ¢ M3IMYyYCHHUEM KBaHTAa XEMHUIIOMHHECIICHIINH,
au00 mpU ero (QU3MYSCKOM WM XUMHYCCKOM
TymeHun (HampuMep, Kak ObLIO OTMEYEHO BO
BBenenun, ¢ 04eHb BBICOKOW CKOPOCTBIO €r0 TYyIIaT
[-KapoTuH Wiu a-Tokodhepon).

B wurore, yunuThiBas BKIagbl IPUXOJa H YXO0Ja IO

KQKIOMYy W3 33/eiiCTBOBAaHHBIX pEAarcHTOB B
peakusx (1)-(22), MOTYyYUM cUCTEMY
muddepeHHANBEHBIX  YpaBHEHUH, OMHCHIBAIOIINX

KUHETHKY UCCIIEyEMOro IIEPOKCHUIa3HOIO MpolLiecca!
dE, /dt =k XE —k, XE, —k;SE, + kg, BE, —ky |, E;;
dEz/dt = kZXE1 + kSSE1 - k4R0E2 - kESE2 +

+k8P1E_k8aP1E2+k20|1E1_k21|1E2;
dE/dt = —k, XE + k,R,E, + k.SE, —k;P.E +k,, |, E,;
dR/dt =k,SE, + k;SE, —k,YR +k,SR, +
+kQSR2 _kllROR_klsllR_klslzR;
dR,/dt =k, XE, —k,E,R, —k,RR, —k,RZ;  (23)
dRi/dt = ksYR - k7SR1 - k10R12 - k12P1R1 - k14|1R1 - k17 |2R1;
dRz/dt = kaplE +k8aP1E2 _kQSRZ _k15|1R2 _k18|2R2;
dPl/dt = k7SR1 _kBEP]. _kBaEZPl _k12R1Pl +k14|1R1;
dR,/dt =k,SR, + ks 1,R,;
dll/dt = _k13R|1 - kl4R1|1 - k15R2|1 - k20|1E1 - k21|1E2;
dlz/dt =k, Rl +k,R 1, + kR, I, -k RI, -
—k R 1, — kR, 1, =Ko 12 + Ky l,E, + Ky | E,.

kl9 2 2071
B (23) uwepes E;, E, m E oGo3naueHs!

KOHIICHTPAIMK JIBYX aKTHUBHBIX ()OPM U HEAKTUBHOU
¢dopMbl  kKaTanuTUueckoro komrmiekca Cyt-CL



COOTBETCTBEHHO, a TaKXe BBEJICHBI
o0O3Ha4YeHUs1 s KOHILEHTpPAIlUH  PEarcHTOB:
X=[H0]; Y=[0;]; S=[RH]; Ro=[-00T;
R=[Re]; R;=[ROO¢]; R,=[RO°]; P;=[ROOH];
P,=[ROH]; Ily=[InH]; Il,=[In?]. dna xara-
JU3aTopa M3 3aKOHA COXPAHEHUS BEIIEeCTBa CIeIyeT
cootHourenne. Eg=E+E;+E,. A eciu cyurars,
4TO KOHIEeHTpanuu BemectB X, Y U S moctaToyHO
BEIMKH, TO B TEPBOM NPUOIIKEHUH MOXKHO
monarath. X=Xo, Y=Yy u S=S;. B koneunom
UTOTE, UCTIONB3YS JUTSE MPOMEKYTOUHBIX
pamukanmbueix  GopMm  (Ro, R, Ry, Ry) ycroBus
KBa3HCTAIlMOHAPHOCTH, HECIIOKHO NPUBECTH
cucteMy nuddepeHInanbHEIX ypaBHeHHH (23) k
OoJyiee MPOCTOMY BHUAY, YAOOHOMY JUIS YHCICHHBIX
pacyeTos.

CpaBHCHHE aHTHOKCHJIAHTHBIX  aKTHBHOCTEH
a-Toxkodepona u kaxaoro u3 ero romosoros (PMC
u Cg) HA OCHOBE pe3y/IbTATOB YHUCICHHOTO
MOJICIIUPOBAHKsI C HCIOJb30BaHUEM CUCTEMbI (23)
SIBIIICTCS  OTJICIBHBIM ~ BAKHBIM ~ MCCIICIOBAaHUEM,
BBIXOISIINM 33 PaMKH TAHHOH paOoTHI, U eMy OyIeT
MOCBSIIEHA BTOpas 4YacTh Hallel padoTHI.

CIIeIyIONTHE

OBCYXXIEHUE PE3VYJIbTATOB U BEIBO/IbI

B mame#t paboTe mpemcTaBIeHO TEOPETHIECKOE
uccienoBanue  (dacte )  mpomecca  JUNMAHON
MEPOKCUIALNH, UAYIIETO MPH YYaCTUH KOMIUIEKCOB
LUTOXpOMa C U KapIUHOJIMIINHA, B XOAE KOTOPOTO
BBIMIOJIHEHO ONHMCAHWE KWHETHMKH W MeXaHu3Ma
JaHHOTO  Ipolecca € y4EeTOM  BIHSAHHUA
aHTuokcuaanra. Ilomumo storo pabora comepKUT
KpaTkuii 0030p HCCIECIOBaHUA 10  KIIOYEBHIM
MoMeHTaM (QyHKIHoHupoBaHus cucteM ADK u
AQO3 B )XMBOM OpPraHM3MeE U UCCIEIOBaHUN CBOMCTB
U CTPYKTYPHBIX ocoOeHHocTel komiiekcoB Cyt-CL
U a-ToKodepona. beuti 3aTpoHyThI 001IKE BOMPOCHI,
Kacarolecsi OCHOBHBIX KOMIIOHEHTOB cucteM ADK
n AO3, ux CBOHCTB U BO3MOXHBIX KaHaJIOB
B3aMMHOT'O BIUSHUSI KOMIIOHEHTOB 3THUX CHCTEM Kak
BHYTPEHHUX Il KaXIOW W3 CHUCTEM, TaK M
HEPEKPECTHBIX (MEKCUCTEMHBIX), CYIIECTBEHHBIX
Uil cOaaHCHPOBAHHOTO B3aUMOJACHCTBHS CHCTEM
A®K u AO3. Taxke ObulM YyNOMSHYTH Hambolee
a¢heKkTUBHEIE OKCMIEPUMEHTAIEHBIE  METOJIHI,
MpUMEHsieMble B COBPEMEHHBIX Onodu3ndecknx
WCCIIETOBAHUSAX.

B  Teopernueckoii wyacTM  3TOHM  CTaThu
paccMOTpEeHbl OCHOBHBIE pEakLUM, HIyIUe Ha
(depMeHTaTUBHOM ¥  He(EpMEHTaTHBHOM IIyTH
npouecca IIOJI, BBI3BaHHOTO M MPOTEKAIOIIETO
Onaronapsi IEpOKCUAA3HON aKTUBHOCTH KOMILJIEKCA
Cyt-CL. IlpuBeneH aHaau3 pPa3IMYHBIX KaHAJIOB
peakuuii, Mpu 3TOM YKa3aHbl T€ W3 BO3MOXKHBIX
peakuuii, KOTOPHIMH MOKHO NpeHeOpeub, TaK Kak
OHHM JIal0T HAaWMEHBIINH BKJIaJ Ha ONPENIEICHHOM U3
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aranoB nporiecca [1IOJI. Cnegyer momdepKHyTh, 9TO
B CBI3M CO CHCHU(PUKOH  NEPOKCHUAA3ZHOTO
kommiekca Cyt-CL  um  memOpaHOTpOHHBIM
apdexToM o-Tokodeposa, paccMaTpUBaeMOro B
pOJIM  aHTHOKCHJAHTA, NPH OIUCAHUU JEHCTBHSA
AQHTHOKCHJAHTa HAMU OBUIM YYTEHBI €ro BKJIAIbl Ha
oboux mytsax mpouecca [1OJI (hepmenTaTuBHOM U
He(h)epMEHTAaTUBHOM), B OTJIHMYHE OT CTaHIAPTHOM

CXEMBl  ONHUCAHUS  JCUCTBHS  aHTHOKCHJIAHTa
(aHTHMpasUKaNBHON  AKTHBHOCTH)  TOJIKO  Kak
IepexBaTyvka  CBOOOJHBIX  paJMKaJIOB  Ha
He(hepMEHTAaTUBHOM  IyTH. Takum  oOpasom,

Ipe/UIOKeHHasT KMHETHYecKas CXeMma mporecca
ITOJI ¢ yuactuem xomrutekcoB Cyt-CL, cormacHo
ypaBHeHussM peakimii  (1)—(22), umeer Haumbosee
HOJNHBIN BHJ, TaK KaK BKIIOYAeT JOMOJHUTEIbHBIC
BKIIaJbl OT HOBBIX KAHAJIOB pPEaKIUH C Yy4EeTOM
JNEHCTBUSL aHTHOKCHIAHTa Ha (EpPMEHTATHBHOM
OyTH  TEPOKCHAA3HOTO  IIpolecca  COTJIACHO
ypaBuenusM (20) u (21). B wurore Ha OCHOBe
BBIIICONMCAHHON XUMHUYECKOH KMHETHUKH Ipolecca
[1OJI 6puta moyyena cucrema qudhepeHITnaIbHBIX
ypaBHEHMH,  KOTOpas  MpH  HCIOJIb30BAaHHU
UMCIOIMXCS  OKCIEPUMEHTANIbHBIX JIaHHBIX JlaeT
IIUPOKHE  BO3MOKHOCTH ISl  YHCICHHOTO
MOJIEINPOBAHMYSL. [Momyuennas cucTemMa
mudepeHIuanbHBIX ~ YpaBHEHHH € y4YETOM
YKa3aHHBIX MNPUOMIKEHUH IO3BOJISIET, BBIMTOIHSSA
YHUCIIEHHOE MOJICIIUPOBAHUE W CPABHUBAS BBIXOJIBI
NPOIYKTOB OKHUCIICHHS JIMIUAOB, ONPENENATh H
CpaBHHMBaTh 3(PQPEKTUBHOCTh NEHCTBUS Pa3THMYHBIX
AHTHOKCHUJIAHTOB (B YaCTHOCTH, (.-TOKO(Eposa U ero
romojioros) Ha mporiece ITOJI; HaxoAUTs HEKOTOPEIE
HEU3BECTHBIE KOHCTaHTbl CKOPOCTEH  peaKluii;
OLICHUBATH MIEPOKCHIA3HYIO AKTHUBHOCTb
komiutekcoB Cyt-CL ¢ pasHbIMH THIIAMH MOJICKYJI
CL wu Tt Pe3ynpTaTel W aHanum3 pa3iH4YHBIX
BapUaHTOB YHCIICHHOTO MOJICIUPOBAHNUS
FICCIIETyEeMOT0 TIporiecca OyIyT HaMH IPeICTaBICHbBI
B OT/EIBHOM cTaThe (dacts I1).

B 3aKITIOYCHUE Ja]IAM CTPYKTYpHOE
NpeACTaBICHUE HCCIEAyeMOro IMpolecca B BHAC
IIPOCTOM  TOMOJNOrM4ecKor  cxembl.  [lockonbky
NpoIlecC  JIMIUJAHOW  MEPOKCHAAIMH  SBIISETCS
CIIOKHBIM M MHOTOCTAQIMHHBIM, TO OH, Kak Jiro0as
CIIO)KHAsi CHUCTEMa, MOXET OBITh IIOJIBEPTHYT
CHCTEMHO-CTPYKTYpHOMY aHaJH3y JUIS BBIICICHUS
OCHOBHBIX CTPYKTYPHBIX (YHKIMOHAIBHBIX
CyOBEJIMHUI] W BBISABICHUS CBS3CH MEXAYy HHUMHU.
Ilpumensia JaHHBIA TMOAXOI K HCCIEAyEeMOMY

MPOIECCY, MOXKHO BBIJIEIUTh YETHIpE TJIaBHBIC
CHUCTEMHBIE  CYOBEOUHHIBI.  BXOJHOHW  MOTOK,
BEIXOJIHOM TOTOK, (YHKIHOHANBHBIA OJIOK U

PETYJISATOPHBIN OJIOK, OCYIIECTBIISIOIUI 00paTHYIO
CBSI3b C (DYHKIHMOHAJIBHBIM OJOKOM. BxomHoii
NOTOK — 9TO, TPEeKAE BCEro, (epMeHTATHBHBIC
komiutekcbl Cyt-CL, a takoke cyOcTparhl ucciie-
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Puc. 3. Tononoruyeckast cxema MOJEJIBHOTO IpoLiecca JIMMUAHON Hepokcuaanuu ¢ yuactiueM komiuiekca Cyt-CL u a-tokodepona

(4111 OJTHOTO M3 ETO TOMOJIOTOB).

JIyeMOTo TpoIecca. MOJIEKYJIbl JTUIMHUIOB, MEPEKUCH
BOZIOpOAA u MOJIEKYJIIPHOTO KHCIIOpOJIa.
OYHKIIMOHATIBHBIA OJIOK YCIIOBHO MOXHO pa30OHTh
Ha JIBa COMPSDKCHHBIX MEXOY COO0OW Mmojdiioka —

(hepMeHTaTHBHBIH u HeepMEHTATUBHBIN
(cBOOOJHOPAIMKATIBHBII) My TH POTEKaHUS
paccMaTpMBaeMOro  Ipomecca,  aHAJUTHYECKH

MPE/ICTaBICHHOT0 ypaBHeHHsMH peakimii (1)—(22),
Ha OCHOBE KOTOPBIX MOJydYeHA HTOrOBas CHUCTEMa
KAHETHYeCKUX ypaBHeHui (23). BbIxoaHO# MOTOK
NPEICTaBIeH OCHOBHBIMU TMPOMYKTAMH PEaKIHid

MEPOKCHUA3HOTO  Mpolecca ©  HEKOTOPBIMHU
NOOOYHBIMH ~ MPOAYKTAMH,  YTO  JIOCTATOYHO
moApoOHO  oOCyKjmaiock  Bemme. g ydera

AHTHOKCUIAHTHOM aKTHBHOCTH o-TOKO(depona u
HEKOTOPBIX €ro TOMOIIOTOB B CXEMY BKJIIOYEH
PeTyIATOPHBI  OOK — OH  TIPEICTaBISAET
WHTHOUpYIOIICe  BIAMSHHEC  aHTHOKCHIAHTa  Ha
peaKkuy, MPOTEKAIONINEe B MPOIECCE JIUIMUTHON
MIEPOKCUIANNHY, KAaK MEXaHU3M 0OpaTHOH CBS3H.

Ha JTaHHOM TOIIOJIOTUUECKOM cxeme
MPEJICTaBJICHA 10 CYTH CTPYKTYPHO-IWHAMHYECKas
MOJeNh TIpollecca JIMIMUAHON TEPOKCHAAlNN C
yuyactueM komruiekca Cyt-CL,  yuwuThbIBaroras
0.-TOKO(EPOIT VI OJWH U3 €r0 TOMOJIOTOB C YKOPO-
YEHHBIM XBOCTOM Kak HHruourop mporiecca [1OJI.
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Hocmynuna 25.04.17
Summary

It is presented the first part of the theoretical study
devoted to the description of the kinetics and mechanism
of the lipid peroxidation process involving the complexes
of cytochrome c and cardiolipin, taking into account the
effect of the antioxidant. The main components of the
ROS (reactive oxygen species) and AOD (antioxidant
defense) systems and their properties are considered. The
key features of the functioning of these systems and
various channels of the influence of their components on
each other, both intra-systemic and inter-systemic,
essential for the optimal interaction of these systems in
the organism are discussed. In the review a special
attention is paid to the experimental works in which the
properties and structure of the cytochrome c¢ and
cardiolipin complexes of various types along with the
peroxidase activity manifested by them are studied. In
addition to two known ways for regulating the peroxidase
activity of these complexes, discussed in the literature, it

is proposed to take into account another way, which is
connected with a possibility of the inclusion of the
lipophilic antioxidant molecules in a composition of the
complexes under study. The proposed way for regulating
the peroxidase activity, increasing the effectiveness of the
control over the peroxidase process, opens up new
opportunities to regulate the process of the apoptosis of
cells. Based on the analysis of experimental works on this
problem, a theoretical kinetic model of the peroxidase
process is formulated, which includes two reaction
pathways — an enzymatic pathway involving the
complexes of cytochrome ¢ and cardiolipin, and a non-
enzymatic pathway involving free radicals. The system of
differential equations that describes the kinetics of the
process of lipid peroxidation is constructed with account
of the inhibiting effect of the antioxidant. The obtained
model system of the Kinetic equations will be used to
study and compare the antioxidant activity of vitamin E
(a-tocopherol) and some of its homologues with a
shortened side chain, relying on the available theoretical
and experimental data.

Keywords: antioxidant activity, complexes of
cytochrome ¢ and cardiolipin, lipid peroxidation,
chemical kinetics, free radicals, a-tocopherol.



