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BBEJAEHHUE

buonorndeckoe OKHUCIEHHE — 3TO CIOXHBIH OHOXUMU-
YEeCKMH MpoLEecc, TOHKO PEeryJupyeMblil KJI€TKaMH OpraHu3ma
[0 TPUHIUIY «CHOPOC POXAAET MpeanoxeHue». I[Ipouecchbl
OMOJIOTMYECKOTO OKHUCIEHHs MPEACTABISIIOT COO0H OrpOMHBIN
MHTEPEC U MHTEHCUBHO M3Yy4yaloTCs Y4EHbIMHU Bcero Mupa. Ha
JAHHBI MOMEHT OTKPBITHI CTPYKTYPHbIE OCOO€HHOCTH MHOTHUX
(bepMeHTOB, Y4acTBYIOIIUX B OMOIOTHYECKOM KaTalu3e, Beay-
IIeM K U3BJICUEHUIO SHEPTUH U3 OPraHUYECKUX MOJIEKYJI, OJ{Ha-
KO /IO CHX IIOp OCTaroTcsl «Oenble MITHa» B IOHUMaHUU MeEXa-
HU3MOB II€pe/layi SHEPruU OT OJHUX XUMHUYECKUX BELIECTB K
JIPYTMM M KOHEYHOTO BOIUIOLIEHHUS PHEPIMM B XMMHUYECKUX
CBSI34X TaK Ha3bIBAEMOM «3HEPreTHYECKON BaIOThD», aICHO3UH
tpudocdara (ATD).

B nanHOM yuyeOHOM mOCOOMM MpeACTaBIE€Hbl OCHOBHBIE
MOMEHTBI OMOJIOTUYECKOT0 OKUCIEHUS, UCTIOIb3YyEMOI0 KaK JIsl
00pa30oBaHMsl SHEPTHH, TaK U C IUIACTUYECKOH 11eJbto, a MHOT' 1A
U C 1IEJIBIO 3aLIUTHI KJIIETOK OT HHOPO/HBIX BEIIECTB (KaK HANpH-
Mep, B CUCTEME MMMYHHOH 3alllUThl OpraHW3Ma U LIUTOXPOMA
P4s0). YauThIBasi CIOKHOCTH TEMBI, aBTOP YeNuiIa 0c000€e BHU-
MaHH€e MOHATUAM TpaHC(HOPMALUU YHEPTUH; MOITAIHOE IOsIC-
HEHHE TPOIIECCOB OMOIOTUYECKOTO OKUCIICHUS CIYKHUT OOJIer-
YEHUIO BOCTIPUATHS MaTepuaia. Y4yeGHoe nocodue oTianyaercs
BBICOKOM CHCTEMAaTH3alMEN MaTepuala, 4TO TaKKe CIIYXKUT
HesssM o0JierdyeHus: YCBOGHHsl Marepuana. YdeOHoe mocobue
MIPEJICTABISET BHUMAHUIO YMTATEIEH HHTEPECHBIE MOMEHTHI
cuHTe3a AT® B MUTOXOHIPUAX KIIETOK, a TAKXKE CErOAHSILIHIE
po0IeMBl, BCE €lIe 0KUAAI0IINE CBOCH pa3paboTKu co CTOpO-
Hbl y4€HbIX. BHUMaTenbHO NpOCIEXHBasi MPOLECCH OKHCIe-
HUS, HAIIPABJICHHBIE HA MOJIEPKAHNUE KUZHEIEATEIBHOCTH Op-
raHNW3Ma, HEBO3MOXHO HE 3aMETUTh, HACTOJIbKO OHU CIIa’KEHBI U
1enecoo0pasHbl, 4TO OJHO3HAYHO YKAa3bIBAIOT HA CO3/aHUE
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opranu3ma EnuneiM TBOpIioM - AmtaxoM. YdeHbIE CeroHsIII-
HEro JHs, pa3padaThIBAIONINE METOIBI JOCTHUKCHHS BBICOKUX
OJIMMITMICKUX TIOKa3aTelIel, Tak)Ke H3yJaroT IPOIeCcChl OMOJIO0-
THYCCKOT0 OKHCIIEHHS, YTO IIOMOTAeT UM B ITIOMCKE MaKCHMallb-
HO J(QEeKTUBHBIX IyTEeH HSHEProoOEcCHeUeHs OpraHu3Ma
CIIOPTCMEHA BO BpEMsI COPEBHOBAHUM, TPEOYIOIINX HEUMOBEP-
HOoro Tpyaa. IlpuknagHas CTOpOHAa M3y4YeHHS U TPUMEHEHUS
(hepMEHTOB OMOJIOTUIECKOTO OKHUCIICHHSI COCTOHT TAaK)Ke B TOM,
YTO OHM MHTCHCUBHO BHEAPSIOTCS B JKM3Hb JJIs OOCCIICUCHUS
HACEJICHUS TMPOIYKTaMU HHIYCTpUU. [l 3TOro yYEeHBIMHU
HCIIONB3YI0TCS OeKoBbIe MOAUHUKAIIMN (DEPMEHTOB, TTO3BOJIS-
IOII[UE HATIPABJIATH MPOIIECCHI IT0 TPEOyEeMOMY ITyTH METabOIH3-
Ma C TIOJIyYeHHEM B KOHEYHOM MTOT'€ HEOOXOIUMOTO TTPOTYKTa.
C moMOIIBI0 HOBEHIINX METOIO0B HCCIEIOBAHHUS Ha CETOIHS
pacmupoBaHa CTPYKTypa OCHOBHBIX JIOMEHOB aKTHBHOTO
[IEHTPa, YTO IMOMOTAET TIy0XkKe MOHATH MPOIECCH PEryIISIIUN
KJICTOYHOTO MeTa0oJiM3Ma U TOHKHH MEXaHW3M ydacTus dep-
MEHTOB B TIpoIlecce Karanm3a. B yueOHOM mocobun coOpaHbI
MaTepHuabl, TO3BOJISIONINE 03HAKOMHUTBCS C TIEPEIOBBIMU Pa3-
paboTKaMu YYCHBIX B 3TOM HarpaBiieHUH. [101BO/IsI UTOT BhIIIIE-
CKa3aHHOMY, MOKHO CMEJIO CKa3aTh, YTO KaK CaMHU IMPOIECCHI
OHOJIOTNYECKOT0 OKHCIICHHMS, TaK U 00€CIICUMBAIOIIUE OKUCIIE-
HHE KOMIIOHEHTHI eIe J0JIT0 OyAYT U3ydaThCs ¥ BHOCUThH CBOM
BKJIaJ] B TIOHMMAaHUE MOJICKYJISIPHBIX, U JJaxke Ooliee TITyOoKnuX
MEXaHHU3MOB PETYJIAINHA OPTaHU3Ma.

Y4ebHOoe moOcoOHMe COCTOUT W3 JBYX B3aHMOCBS3aHHBIX
yacteit. [lepBas 4acTh JneTanbHO, C PAaCCMOTPEHHEM CyObeIn-
HUI[ KaTajau3a, pPacCMaTPUBACT MPOIECCHl OHOIOTUIECKOTO
OKHCJICHUS B JKMBBIX CHUCTEMax W TMpeAHa3HaueHa IS CTy-
JIEHTOB MenuIMHCKUX BY30B B KadecTBe y4eOHOTO MOCOOUSI.
BTtopas yacth mocBsieHa MocieIHUM HaydHBIM pa3padoTKaM,
BEIYIIUMCS B OOJACTH W3Yy4CHHsI CyOKIETOYHBIX CTPYKTYD,
00€eCIeUnBarOIINX OKHCIUTEIbHO-BOCCTAHOBUTEIBHBIC TPO-
IIECCBI ¥ METOJ]aM MIX TIPAKTHYECKOTO UCTIOIh30BAHUSI.
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I. BUOJOI'MYECKOE OKUCJIEHUE

I.1. O011ee MOHATHE 0 JKUBBIX CHCTEMAX U CIIOCO0AaX
MOJIyYeHUs] UMH JHEePTrUu.

Jltoam, >KUBOTHBIE U paCTEHUS MOy4YaloT SHEPT U0, HE0OXO-
IUMYIO TSl UX (PU3UYECKOTO CYIIECTBOBAHUS, U3 OKPY KAIOLIEH
uX cpedbl. B 3aBUCMMOCTH OT TOT0, KaKOil MCTOYHHK HCIOJb-
3yeTcs UMH JJIs TIOJTy9EHUS] SHEPTHH, BCE OPTaHU3MBI JACTATCS
Ha (GoTOoTpodBI (KUBYIIHE 32 CUET COOCTBEHHOTO (DOTOCHHTE3a)
1 XeMOTPO(]BI (CYIIECTBYIOIIUE 32 CYET XUMHUUECKUX BEILECTB,
MOTJIOUIaeMbIX U3 Apyrux opranusmoB). K dortorpodam otHOC-
ATCS HEKOTOpBIE ITUAHOOAKTEPHH, TaJ00aKTepuH; renmodaKTe-
PUH MHEKOTOpbIE HecepHbIe OakTepun. XeMOoTpo(dbI HE 3aBUCIT
OT COJTHEYHOW SHEPTHH MU3BIICKAIOT YHEPTHIO XUMUYECKUX Be-
IIECTB B OKUCIUTEIbHO-BOCCTAHOBUTEIBHBIX PEAKIHIX. XEMO-
TpOQBI B CBOIO OUEpelb, ACTATCI Ha XeMO-aBTOTPOdHI ( OT ApeB-
HETPEUYECKOTOo OUTOG - «cam» M TPOYT| - ITUINA») U XEeMO-TeTe-
poTpodsl (OT IPEBHEIPEUECKOTO £TEPOG - «HHOW», «pa3Hy-
HBII» | TpoQ - «rmumay) [1]. Xemo-aBTOTpodBl -3T0 MHUKPO-
OpPTaHU3MBbl, CHHTE3UPYIOIINE OpPTaHUYECKHEe BEIIECTBA U3
HEOpPraHMYECKUX 3a CUET XeMOCHHTe3a. B kadecTBe BoccTaHo-
BUTEJIEN (JOHOPOB IMPOTOHOB U 3JEKTPOHOB) OHU HCIIOJIb3YIOT
Takle HEOpPraHWYecKHUe COCTUHEHHS KaK CEpOBOAOPO, cepa,
aMMOHWUI 1 KeJIe30, a TAK)KE CIIOCOOHBI CHHTE3UPOBATh OpPraHH-
YEeCKUE COSAMHEHUS U3 yriekuciaoro raza. OHU KUBYT B TITy0o-
KOBOJIHBIX MCTOYHHKAX, KyJla HE MPOHUKAECT COJHEUHBINA CBET;
3TO CEPOOKUCISIONINE OaKTepUH, METAHOT€HbI, raIo(UIIbl, Tep-
MoanuA0(pUIbI, HUTPU(UKATOPHI U JPyTUE OPTaHU3MBbI, 0OUTa-
IOIUE B JKCTPEMANbHBIX YCIOBHSIX. XeMO-TeTepoTpodsl He
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MOTYT CHHTE3UPOBATh OPTaHUYECKUE BEIIECTBA M3 HEOPTaHH-
YECKHX; OHH JICTIATCSIHA XEMO-JTUTO-TETePOTPO(BI K XeMO-0pra-
HO-TEeTEePOTPOdBI. XeMO-0praHo-TeTepoTpOdbI MOTYUArOT JHEP-
THIO ¥ YIJIEpOJ W3 OPraHMYECKUX COEAMHEHHH, TaKUX Kak
OeJIKu, YraeBoIbl ¥ IMIUIBL. Bee )KMBOTHBIC M YEITOBEK BXOJSAT
B 9Ty KaTETOPHIO )KUBBIX CYIIECTB. XEMO-TUTO-TETEPOTPO(HI -
3TO MHKPOOPTaHU3MBI, MMOJYYAIOUIHE YHEPTHI0 U3 OKHCICHHS
HEOpraHmueckux coenuHeHuid. OHM CITOCOOHBI HCIOIB30BAThH
BOCCTAHOBJICHHBIC HEOPTaHMYECKHE COCJAMHEHHS B Ka4yecTBE
JOTIOJTHUTEIBHOTO HMCTOYHUKA SHEPTHH, HO VI MOCTPOCHHS
CBOETO OpraHM3Ma HCIOJIb3YIOT OPraHUYEeCKUN YTIIepO.l BHEIII-
Hel cpenbl. K xemo-muto-rereporpodam oTHOCITCS Cynb(hart-
BOCCTaHABJIMBAIONINE OaKTEpPUU M METAaHOOPA3YIOIIUE apXeH
[2]. B To ke BpeMs B 3aBHCHUMOCTH OT METOAA IMOCTPOEHUS
CBOMX MaKPOMOJICKYJI U3 TIOJYYCHHBIX MUTATEIBHBIX BEIIECTB,
OpPTaHU3MBI JIEJIATCS Ha ayTOTPO(BI U reTepoTPOpBl. AyTOTPO-
(b1, T.e. paCTCHHUS U HEKOTOpbIE OAKTEPHH-ayTOTPO(BI TPeoo-
Pa30BBIBAIOT SHEPTHIO COJHEYHOTO M3IYYCHUS B SHEPTHIO
XHUMUYECKHX CBSI3CH, BKIFOUAEMBIX BO BHOBb CHHTEC3HPOBAHHBIC
MoJIeKyJbl. Toraa Kak retepoTrpodbl CTPOST CBOH OpraHHU3M
UCTIONB3YS YK€ TOTOBBIC, CHHTE3HPOBAHHBIC PACTCHUSMH MOJIC-
KYJIbI, TIOCKOJIbKY HECIIOCOOHBI CaMH CHHTE3HpOBATH OpPraHU-
YeCKHe BEIecTBa. DHEPTHs, H3BJIEKaeMasi TeTepoTpopaMu mpu
pacmajie 3TUX MOJIEKYJI, UCTIONB3YETCs TAKKEe ISl MOTAIICHUS
CBOMX COOCTBEHHBIX HYXI B dHeprooOecrnedenuu. [Ipencras-
JICHHAsl HU)KE IMarpaMMa OTpakaeT MPHOIM3UTENbHOE pacipe-
neneHre (EepMEHTOB Pas3IMUYHBIX KJIACCOB, HCIOJIB3yEMBIX B
nporieccax KU3HeAeATEIFHOCTH KIIETOK B KHBBIX CUCTEMaX.
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[ HAI(®)+ 3aBHCHMBIE OKCHI0-PEAYKTA3ZBI

4ucao pepmenToB
[ HA/I®+- 3aBucHMBIE OKHCI0-PEIYKTa3bI

2000

I HA/I+-3aBHCHMbIE OKCHI0-PEYKTa3bI

I 1pyrue okHCIO-pEAYKTA3BI

1500

1000

500

1 2 3 4 5 6
1- OKCHAO-PeTyKTa3bl 4 - 1Maspl
2 - rpaHcdepasbr 5 - n3oMepasbl
3 - ruApoJIasbl 6 - IMra3pl

Puc. 1. Konuuecmeo chepmenmos, yuacmeyrouwux 6 Kajicoom mune
xumuyeckux peaxyutl. Ha 0onro okucudo-pedykxmas npuxooumcs
noumu 30% obweti hepmeHmamusHoL aKMUBHOCMU KIEMOK,
npuuem 50% u3 HUX UCHONL3VIOM 6 Kauecmee Koakmopa
HAIT /HAJTH u/unu HAJJ® ' HAJ{DH,.

Kak BugHO U3 puc. 1, OCHOBHAs 4acTh KJIETOYHBIX (epMeH-
TOB 33JICHICTBOBAaHA B PEAKILIMSIX OKUCIEHUS — BOCCTAHOBJICHUS,
YTO eIlle pa3 yKa3bIBaeT Ha BAXKHOCTH IPOLIECCOB 3HEproodecre-
YeHHsl IS TOAJIEp>KaHusl CYHIECTBOBAHUS JTI0O0TO OpraHu3Ma.
['MaBHBIMM MCTOYHHMKAMU HEPTUHU JUIsI YEJIOBEUECKOTO Opra-
HU3Ma SBIIAIOTCS TaKHe MUTaTeIbHbIC BEIIECTBA KaK YTIEBOIbI,
JKUPBI, OCIIKH, KOTOPBIE B TIEPBYIO OUYEPE.lb MPU pacmaie MpeB-
palamTcs B MUPOBUHOTPAJHYIO KUCIOTY, a 3aTeM OOBIYHO B
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akTHBHYIO (¢opMy arerata — auetwi-KoA. Eciou B cpene npu-
CYTCTBYET KHCIIOPOJI, TO IUPYBAT Jajiee BKIIOYACTCS B IIEPBBIN
U BTOPOI1 oOuiue mytu karabonusma. Ho ecinu kucinopos oTcyT-
CTBYET, TO HEKOTOPBIC OPTraHU3MBbI, TaKHE KaK APOXOKH WU
MOJIOYHOKHCIIbIE OaKTEepHM, HCHOJB3YIOT 3aTeM IHPYBaT B
peaKkusIxX BHYTPUMOJICKYJSIPHOTO OKUCIICHUS, TIpEeBpaliasi ero
COOTBETCTBEHHO B 3TAHOJ U JIAKTaT.

[TockonbKy Bcs KOMOMHAITUS OKHCIHTEIHHO-BOCCTAHOBH-
TEJIbHBIX pEaKIHi, MPOTEKAIOIIMX B OpPraHU3Me, Ha3blBAETCs
Ouonozuueckum OKUCl1eHuemM, IIOHATHO YTO 3TU PEAKIHU CO-
IIPOBOKAAIOTCS MEpepacpeieIEeHUEM IEKTPOHOB MEXLy aTo-
MaMH U U3MEHEHHEM CTEIICHH OKHCIICHHUS 3TUX aToMOB. CaM ke
MEXaHU3M OHOJIOTHYECKOT0 OKUCIIEHHSI MOXKET OBITh pa3HO00-
pasHBIM M 3aBHCUT OT BHJA OPraHU3Ma, €ro METabOIUYEeCKOTOo
cTaTyca U IMPUCYTCTBHsSI KMCIOpoJa B cpelie. B 3aBucumoctu ot
HAJIMYMS WM OTCYTCTBHS KUCIIOPOJA B PEAKIUSIX OKUCIICHUS,
BCE peakluM KaTaboau3Mma JeNsaTcsl Ha a’dpoOHble M aHa’3poo-
HbIC. B MpUCYTCTBHM KUCIIOPOIa MHOTHE 3YKAPUOTHI IEPEXOIST
Ha a3pOOHBIN MyTh OKUCIIEHNUS, ISl BEDKUBAHUS K€ B CpeJie I1e
KHCJIOPOJA OTCYTCTBYET, TaKHE OpPraHM3MbI KaK (paKkyiIbTaTHB-
HbIE€ aHa’pOOBI (HaNpUMep, APOXKKH) MEPEKIIOYAt0OTCs Ha aHa-
9pOoOHBIN NMyTh OKUCIEHHUA. OIHAKO HEKOTOpPHIE OpPraHU3MBI
ABJISIIOTCSL OOJIMTaTHBIMU aHa’po0aMH, T.€. OHU MCIOJB3YIOT
UCKJTIOUUTENIFHO aHA3pPOOHBIN IyTh OKUCIEHUS CyOCTPaTOB H
Jake orubaroT B MPUCYTCTBUU Kucaopoaa. Kak Mbl oTMeTnnu
BBIIIE, aHAPOOHOE OKHMCIIEHUE 3aBEPIIAETCsl 00pa30BaHUEM JIaK-
TaTa, a MHOra — 3Tanosa. OHaKo cieayeT 3aMEeTUTh, YTO IJIU-
KOJIU3 SABIISIETCS OOLIMM ITyTeM, KOTOPBIA 3a/eHiCTBOBAaH KakK B
aHa’pOOHOM, TaKk M a3poOHOM OKucieHuu. Tak, npu a3poOHOM
OKHCJIEHUU OOpa3oBaHHbIE M3 TJIIOKO3bl MPOAYKTHI (MHpYBaT)
BKJIIOYAIOTCA B O0LIME TyTH KaTaboau3Ma, U 3aTeM — B peaKIU
OKHCIHUTENbHOTO (ochopunupoBanus. B stom cimyuyae omna
YacTh peaKIMi OKUCIEHUS NMPOTEKAeT B LUTOILIA3Me, a Apyras
4acTh — B MHUTOXOHIpUsX. lIpu aHa’poOHOM K€ OKHUCICHHH
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TJIIOKO3BI MIPOYKTHI TIMKOIU3a MPEeBPAIAlOTCs TM00 B JaKTaT,
1100 B 3TAHOII, YTO 3aBUCUT OT TUIIA OPTaHU3MA.

['MaBHBIMM UCTOYHHKAMU SHEPTUU KUBOTHOTO OpraHU3Ma
SIBIITFOTCSI B OCHOBHOM TJIMKOTEH, WHOT/A - YKHUPBI, H PEIKO —
Oenku, MoToMy uTo Oenku natoT He 6onee 16% oOreit sHeprum,
noxyyaemoil uszBHe [3, 4]. Ilpouecc U3BIEUYEHUS] SHEPTUU U3
MaKpOMOJIEKYJl HAUMHAETCS C MX PACUICTUICHUS B KENyI04YHO-
KHUIIEYHOM TPaKTE 0 MPOCTBIX COCTABIISIOIINX, TaKUX Kak
INII0KO3a WK (DPYKTO3a, KUPHBIE KUCIOTHI, MIMLIEPUH U T.1.
OTOT MpoOIEecC COCTABISET MEPBYK CTAAUI0 KaTaboIM3Ma.
Wuave roBopsi, Ha mepBoOil cTaguu KaTabonu3ma BCE CIIOKHBIE
MaKpOMOJIEKYJIBl ~ PACIIEIUIIOTCS 10 CBOMX MOHOMEPOB:
YIIEBOMABI — JI0 TJIIOKO3BI, JTUMUABI — 10 TJIHIEPUHA U KUPHBIX
KHCJIOT, OCJIKH — J0 aMUHOKHCIIOT. 3aTeM 3T 00pa30BaHHBIC B
KEIyJAOYHO-KUIIEUHOM TpakTe MPOAYKThI IepeBapUBAHMUS
MOCTYMAIOT B KPOBOTOK M PA3HOCATCS KO BCEM OpraHam H
TkaHsM. Ha BToOpo#i cTraamum kataboium3Ma 3TH MOHOMEPHI
BKJTIOYAIOTCS B CTICHU(UUECKUE PEAKIINN OKUCIICHHS: TIHKOJIH3,
B-oxucnenue, ne3aMUHUPOBaHUE, NekapOokcumupoBanue. Bee
3TH PEaKLUH MPOTEKAIOT B aHA3POOHBIX YCIOBHUAX M 3aBEpIla-
I0TCA TpEBpalleHHEeM B Takue MeTaOoNUThl Kak MHpYBarT,
anetuin-KoA, a-kerormyrapar, okcanoareraT, CyKIuHuI-KoA,
dbymapar u T.A. 3aTeM Ha3BaHHbIE MPOAYKTH HEMOIHOIO
pacIIeTJICHHsI TIUIIEBBIX KOMITOHEHTOB ITOCTYIIAI0T B MUTOXOH-
JpUY U BKIIIOYAIOTCS B 00IIMe MyTH Katabonusma. Tak HaunHa-
eTcs TpeTbsl cTaausi karabonm3ma. OHa BKItOYaeT B cels
MEepBBIA M BTOPOIl 0o0Iue myTH Kataboimuszma. TpeTbst cTaaus
KaTaboym3Ma - KpaiiHe BayKHasi B TIPOIIECCEe SHEProoOecTIeYeHHS
XUBOro opranunsma. OHa 3ammycKaercsi TOJbKO MPHU HATUYHUU B
MUTOXOHJIPUH KUCJIOPOa W HAJTMYUU MUTOXOHJIPHIA B KIIETKAX.
Tak 4TO MOXHO cKa3aTh, YTO I 3YKAPHOTUYECKUX KIETOK
BBICIIIUX OPTaHW3MOB MHUTOXOHJIPHH CTOJIb K€ BAXKHBI, KaK U
Briroyvaroniee JIHK sinpo. Panbiie B nuTepatype MOSIBISIINCH
cooOmieHusi 00 OOHApPYKEHUU OJHOKJICTOYHBIX OPTraHU3MOB



Bce o buonocuueckom okucienuu: om «ay 00 «siy. 13

9YKapHOT 0€3 MUTOXOHJPUH, OJTHAKO OHU HE OBLIN MOATBEPXK-
neHsl. Ho ceifyacTakoit OpraHu3M 4EIICKMMU YYeHbIMH HAlICH:
UM OKa3aJIMCh IPEICTaBICHHBIE Ha PHUC.2 MHUKPOOPTraHU3MBI
Monocercomonoides, poACTBEHHbIE TTapa3UTaM THUIIA TPUXOMO-
Ha/l ¥ KUIIEYHbIX JIAMOIUH.

Puc.2. Muxpoopeanusmor Monocercomonoides, ygenuuennvle noo
MUKPOCKONOM.

bbut0 MOKa3aHo, YTO B 3TUX KIETKAaX HET MHUTOXOHAPUH, U
OHU HE MOTYT CHHTE3UPOBATh KOMIUIEKC JKEJI€30CEPHBIX Kiac-
TEpOB, KO(MAKTOPOBOKUCIUTEIHLHO-BOCCTAHOBUTEIHHBIX pEaK-
[UH, BXOASIIMX B COCTaB IIEJIOTO psAla MHUTOXOHApPUATHHBIX
OCIIKOB U HCIIOJIb3yEMBIXB OCHOBHOM JIJIsl KJIETOYHOTO JBIXAHMSL.
Y Monocercomonoides (QYHKIMIO >KeJIe30-CepHBIX OENKOB
BEITIONHSIOT IIUTO30JIbHBIC Oenku cucteMbl Sulfur Mobilisation
[5]. HexkoTopble KJIETKM MHOTOKJIETOYHBIX OPTraHU3MOB (3pHUT-
POLIUTHI) TaKXKE HE HWMEIOT MUTOXOHIPHHA, U TOTOMY CY-
IIECTBYIOT TOJIBKO 32 CYET aHAIPOOHOTO OKUCIICHUS, TJINKOIN3A.

MuUTOXOHIpHST HANIOMHHAET MAaJIbIi MEIIOYEeK (BHEUTHSS
MeMOpaHa), B KOTOPBIH BCTaBJICH OOJIBIIION MEIIOK (BHY TPESHHSIS
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MeMOpaHa), OTYEr0 MHOTOKPAaTHO CJOXHBILUCH, BHYTPEHHHIM
001b111011 MENIOK 00pa3zyeT KpUCThl. BHyTpeHHSS MOJI0CTh MU-
TOXOHJPUU HAa3bIBACTCA MAaTPUKC. MHUTOXOHAPHAIBHBIA MaT-
pPHUKC BecbMa KOMIapTMEHTAIU3UPOBaH Ojaroaaps HaJIUYUIO B
HEM KpPHUCT, 00pa30BaHHbIX ITyOOKUMU CKJIQAKaMH1 HHYTpEHHEH
MeMOpaHbl. 3amnoiHSIOMMI BHYTPEHHIOI KamMepy MHTOXOH-
JPUU MaTPUKC COJEPKUT Bechb HaOOp (epMEHTOB MEPBOTO U
BTOPOr0 OOImMHMX MyTel KaTaboyiM3Ma: MUPYBATIETHUAPOTreHa3-
HBIH KoMmIUlekc W ¢epmenThl nukia Kpebca. B marpukce
MUTOXOHJIPUH UMEIOTCS TaKXe U ApyTrue (pepMeHThl, a UMEHHO
— HE00XOAUMBIE [T B-OKUCIICHUS KUPHBIX KUCIIOT, KaTabOoIu3-
Ma aMHUHOKHUCIIOT, MeTabonn3Ma HYKJIEHHOBBIX KHCIOT U Oel-
KoB. Bo BpeMs OKkMCIEHMS NOCTyHaroIMX B MHUTOXOHIPHIO
MOJIEKYJ, 00pa30BaHHBIX M3 MHILEBBIX KOMIIOHEHTOB HEPIHs,
cojiepKalasicst B UX CBA3AX, TpaHCHOPMUPYETCS B HHEPIHUIO
MaKpO3pPIMYeCKUX CBs3ei: B OCHOBHOM — B AT® (ameHo3uH
tpudocdar) u coceM HemMHOro — B I'T® (ryaHozuHTpudoc-
¢ar), a TakkKe Ipyrux 6oraTblx SHEPrUeii MOJIEKYII.

I.2. Makpo3pruveckue cBsi3u, MAKPpO3pPru4ecKue
COeIMHEHHUs U X POJb B opranusme. Baxxuenmmi
AKKYMYJISITOP M HCTOYHHMK IHeprum - AT

B >KuBBIX OpraHn3Max CyIIecTBYET OOJIbIlasi rpyTia opra-
HU4eckux ¢pocdaroB, TUAPOIN3 KOTOPBIX TPUBOIUT K OCBOOOXK-
JICHUIO JIOCTATOYHO OOJIBIIIOTO KOJMUYECTBAa CBOOOJHON 3HEp-
THH, U TAKUE COCTUHEHUS HA3bIBAIOT BHICOKOIHEPTETUUECKUMU
docharamu, nm makpospramu. Paznuunsie pocopunuponan-
HBIE COeIMHEHUs 00J1a/1al0T pa3HbIM 3amacoM CBOOOIHOM 2Hep-
rui. K rpynme BbICOKOHEpreTHdeckux (ochaToB MOMUMO
AT® otHOCAT »HON-(ocharel, aHTHAPUILI U (ocho-TyaHu-
muHbl. [Ipu Tuaponm3e KOHIEBOW (OCPOAHTHUAPUIHON CBS3U
BBICBOOOXK1aeTcss Heoprannueckuit pocar Pa,u ATD npespa-
maercs B AJ1®. [Ipu 3TomM u3MeHeHre CBOOOIHOM SHEPTruM Be-
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IIecTBa COCTaBIIsIET OKOJIO -7,3 KKaji/Moub. Bennuuna cBo6o-
HOM »sHepruu rtuaponn3a ATD nenaer BO3MOXHBIM €T0
obOpaTtHoe oOpazoBanue u3 AJ1d 3a cuér nepeHoca pocharaoro
OCTaTKa OT TaKUX BBICOKOdHEpreTudeckux ¢ocdaroB kakgoc-
dboenon-mupyBat wim 1,3-6uc-pochornunepar. B cBoro oue-
peab, AT® Mo)keT yyacTBOBaTb B TaKUX SHIEPTOHUYECKUX
peakuusx, kak ¢hochopunrpoBaHue IIIOKO3bI WU TIUIEPUHA C
MOJHATHEM HX Ha 0oJiee BBICOKHI HHEPTeTHYECKUH YPOBEHD.
AT BbICTyMaeT TakKe B POJIM JOHOPA SHEPTUU B HHAECPTOHU-
YECKUX PeaKLUAX MHOTUX aHa0oJInYecKuX mnporeccoB. OqHako
HEKOTOpbhle OMOCHHTETUYECKHE PEaKUUU B OpPraHU3ME MOTYT
MPOTEKaTh TpPH yYacTUU JPYruX HykiIeo3ua-tpudocdaros,
ananoroB AT®. K aum otHOCAT ryaHo3uH-Tpudocdar, ypuaus-
tpudocdar (YTD®) u uutunua-rpudocdar (LITD). Bee stu
HYKJICOTHABIOOPA3yIOTCsl TPU  HCIOJB30BAHUU  CBOOOIHOM
SHEpPruu TepMUHAIBHON hocdatnoii rpynmel ATD. U Hakower,
3a cuer cBoOoaHOU sHepruu AT® coBepiaroTcsl pa3IHYHbBIE
BUIBI pa0OTHI, 00€CIICUNBAIOIHE )KU3HEACATEIIBHOCTD OPTraHH3-
Ma, HallpuMep, TaKhe KaK MBIIIEYHOE COKpAIICHUEe WM aKTHB-
HBIM TpaHCHOPT BewlecTB M T.1. TakuMm obOpazom, ATD -310
TJIaBHBII HEMOCPEACTBEHHO UCIOIb3YEMBI TOHOP CBOOOMHOI
SHEPruM BO BceX Omosornyeckux cucremax. Moisekyina ATO
pacxoayercss B KJIETKE B TEUEHHWE OJHOW MHUHYTHI IOCIE €€
obpasoBanus. Kaxxaple CyTku y yenoBeka oOpa3yercst U paspy-
maercs konndectBo AT®, paBHoe macce Tena. Mcnonb3oBanue
AT® Kak UCTOYHUKA SHEPTUU BO3ZMOXKHO TOJIBKO MPHU yCIOBUU
HenpepbiBHOTO cuHTe3a AT® u3z AP, u mpoUCXOIUT 3TO
BCEI/1a 3a CYET SHEPTUU OKHMCIIEHUS OPraHUYECKUX COETMHEHUH.
Huxn ATO/AID -3TO OCHOBHOM MEXaHU3M 0OMEHA SHEPTHH BO
BCEX OMONOrMYecKux cucremax, Tak uro AT® - 3T0 yHUBEp-
caJlbHas «dHEPreTudecKas BaIroTay.

Bricokoaprudeckue docdarbl, 00pa3oBaHHBIEC B IpOIIEccax
OKHUCJICHUS, UTPAlOT LEHTPAJIbHYI0 pOJIb B JHEPIeTUYECKOM
Merabommm3me kiaetku. HAJIH2 u ®DAJIH2> Takxke Ooratbl
SHEprueil, U Jake CoJIepKaT YHEPTUH B TPH pa3a OoJIbIle YeM B



16 M.D.Amuposa

AT® u I'TO. [Tomumo HyKiIeo3uaA-TpUPOChHaTOB KICTKOH B
KAauecTBE HMCTOYHUKA DHEPTrUM MOTYT HCIIOJIb30BAThCS TAKXKE
OOII (dbocho-anonmupysat), UTD (murtuauaTpudocdar), au-
docdormumnepar, kpeatur Gocdar u T.1I. TAKKe, HO yKe HE B Ka-
YeCTBE YHUBEPCAILHOTO JIOHOPA HEPTUH, a B CIICIUPHUUECKUX
myTsx Merabonm3ma. Mrak, Beicokodprudeckue ¢ocdarsl, 00-
pasyrommecs B pa3IHuHBIX My TSIX KaTaOboJIM3Ma, TAK)KE UTPAIOT
[IEHTPATBHYIO POJIb B SJHEPTETUICCKOM METa00IM3Me KIeTKH. B
o01Iel CII0KHOCTH Bce OoraThle DHEPTUEH COCTMHEHUS MOYKHO
KJ1accu(UIMpOBaTh Ha 5 TPyII:

1) puGonykneotua-5’-tpudocharer (ATD, AJD, I'TD,
I'’i® uT.n.)

2) kap6okcui-hocdarsr (anetmi-pocdar)

3) ar0mn-ocdatsr (hocorHoI-TUPYBAT)

4) pochamuaasie coequHenus (kpeatuH docdar)

5) amut-tuonoBblie 3upsI (aneTmwi-KoA).

BelmenepeuncieHHbIe COSAMHEHUS OTIUYAIOTCS 10 eMKOC-
TH SHEPTUH, 3aKIIOYCHHON B WX BBICOKODPTUYECKHX CBS3SX.
DHeprust CBsI3U — 3TO Pa3HOCTh MEXKILy DHEPTUEH COCTOSHUS, B
KOTOPOM COCTaBJISIFOIIUE YaCTU CHCTEMbI MAKCUMAJIBHO yalie-
HBI YT OT JAPYTa, WK HHAYE TOBOPSI, HAXOASTCS B COCTOSTHUH
nokos (aTOMBbI BEIIECTBA yAaJCHBI M HE KOHTAKTUPYIOT JIPYT C
IPYroM), W TIOJTHON SHEPTUCH C8573AHHO20 COCTOSIHUS CUCTEMBI
(korga aToOMbI HAXOIATCS BO B3aUMOJICUCTBUHN):

N
AE:ZE.i - E

i=1

20e AE — amo snepeus cesas3u cucmembt,

Ei — omo suepeuss omoenbHo20 KOMHOHEHMA 6 HEeCEA3AHHOM
COCMOosIHUL,

E — omo nonnas snepeust ceszannoii cucmembl.

Boratsie sHepruei coeauHeHus Ipy TUAPOIIN3E BHICBOOOXK-
JA0T U3 XUMUYECKOU CBs3U os1ee 21 K/[xnc sHEprun. JHeprust
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B KKaJI/MOJIb, BBICBOOOXAAIOIIASACS IPU PaCUICTNIEHUU OTAEIb-
HBIX BHUJIOB CBSI3U, B CPEHEM BBIPAYKACTCS HUKETICPEUHCIICH-
HBIMH BETHYMHAMU:

C-H = 98 kkan/mons, O-H = 110 kkan/mons, C-C = 80
kkain/moib, C-O = 78 xkan/moas, H-H = 104 xkxan/moius, C-N =
65 kkan/moinb, O=0 = 116 kkan/monb, C=C = 145, xkan/Mojb
C=0 =187 kxan/moib. bonee TOUHO XapaKTEPU3YIOT MPOIHOCTh
CBSI3M MEXK]y aTOMaMHU JIaHHBIC, IPUBEICHHBIC B HUKECIIEIYIO-
X Tabmumax (tabna. 1 u 2). Uem Oombine sHEprHsl pa3pbiBa
CBSI3M, TEM3HAUUT IPOYHEE XUMHUYECKas CBs3b. [IpuBOoaMM
SHEPruto pa3psiBa cBs3eit R-H:

Taén.1. Dueprusi paspbiBa CBs3ed MEXIY BOJOPOAOM U
HEKOTOPBIMU aTOMaMH, a TAK)KE FPyIIamMi aTOMOB.

Tun ceasu : H-X JHeprus pa3pbiBa CBI3UTHIIA
H-X B KkKkaja/mMoJib

H-H 104.2

H-OH 119

H-OCH3; 102

H-OC¢Hs 85

H-F 135.8

H-Cl 103

H-Br 87.5

H-1 71.3

H-CH3; 104

H-CH,CH; 98

H-CH(CH2s): 94.5

H-C(CHas)3 91

H-CsHs 103

H-CH=CH, 103

H-C=CH 125

H-NH; 103
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W3 Tabnuiel 1 BUIHO, UTO MaKCHUMallbHASI SHEPTUS Pa3phIBa
ces3u H-X naGmomaercs B cimyuyae H-F, MuHmmanbHas — B
COEIMHEHUH BOJOPOJIa C HOAOM.

Taéon.2. Dueprus pazpoiBa cBsizu C-C B pa3iIMyHBIX
coeMHEHUsX [6].

Coenunenne tuna C-C JHeprus paspsbiBa cBsasu C-C
B KKaJI/MOJIb

CH;-CH; 88

C(CHz)3-C(CHas); 67.5

C(CeHs)3-C(CeHs)3 15

Ce¢Hs-CeHs 100

CH;=CH; 163

CH=CH 230

B AT® coaepxaTcsi ABE MaKpOIPTrHYECKHE CBSI3M, TOTa
kak B AJI® - Bcero oxHa. BeicBoOOX)IeHNE oqHOTO (hocdaTa u3
coctaBa AT® tpebyeT paciierieHus CBA3H THIPOIUTHYECKUM
MyTeM M MIPUBOIUT K OCBOOOKACHHUIO 7.3 kKan/MoIb SHEpruu ¢
obpazoBannem AJ1D. @epMeHTHI, KOTOPBIE epeHocAT hocdat-
Hyto rpynny AT® Ha Ipyrue coeiuHEHUs, Ha3bIBAIOTCS KUHA-
3amu. ObpaTHas peakuus, T.e. oopazoBanue ATD, koraa Heop-
raanueckuii ocdar npucoenuusiercs Kk AP wm AMO c
obpazoBanneM AT®, Ha3bBaeTcsa ¢ocgopunuposanuem.
CymectByror 2 THma peaknuii pochopunupoanus: 1) cyo-
CTpaTHOE, 2) OKUCIHUTENbHOe. BTopoii crocob - 3Tto dhochopu-
JTMPOBaHKE B MEMOpaHaX MUTOXOHJPUH B LIETH MIEPEHOCA DIICK-
tpoHoB (LII13). OxucnurensHoe pochopunupoBaHue SBISETCS
HMCTOYHUKOM OCHOBHOTO Tysia AT® B aspoOHBIX OopraHu3Max.
OxucnurensHoe GhocGopuInpoBaHUE MO3BOJSET adpodaM BbI-
CBOOOKIaTh MHOTO OOJIBITIC 3aKIIFOUCHHOW B cyOcTpaTax sHep-
THH, HEXKEH aHa’poObl. Bo BpeMs 3Toro mpoiiecca BOJOPOIbI,
BBICBOOOXK/Ia€MbIE OT CYOCTPaTOB, COCIUHSIOTCS C KHUCIIOpPO-
JIOM, 4TO BEZET K BHICBOOOXICHUIO UMEIOIIEHCsl B HUX CBOOO/I-
HoOW sHepruu. OxucnutensHoe (pochopuaupoBaHue SBISCTCS
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CTOJIb OCHOBOIIOJIATAIOIIMM U JKHU3HE YTBEPKAAIOIIUM MpoIiec-
COM, 4TO JTI0OBIE TIOBPEKACHHUS 3TOTO MPOLIECCa BEAYT K JIeTalb-
HOoMy ucxonay [7]. Heo6xomumeie a1 3Toro mpoiecca 6orarbie
9HEprueil cyOCTpaThl 00pa3yloTCs B MPOIECCE OKHUCICHHS
YIJIEBOJIOB, XUPHBIX KUCIOT U aMUHOKUCIOT. OkucieHue 1Ir
yraeBozoB 10 CO2 u H20 naet 4.1 xkan sHepruu, OEIKU TOXKe
naroT 4.1 KKan SHepruu, Torja Kak MOJHOE OKUCICHHE KUPOB,
nu TpuanmirunepunioB (TATD) gaet 9.3 kkan snepruu [3,4].

buonoruueckoe okuciaeHue BKIIOYaeT B cedsi Bech HabOp
OKHCJIUTETbHO-BOCCTAHOBUTEIILHBIX MPEBPALICHUIN Pa3TUIHBIX
BEIIECTB B JKUBBIX cucTeMax. OKUCIUTENbHO-BOCCTAHOBUTEb-
HBIMH Ha3bIBAIOT PEAKINH, TIPOTEKAIOIINE C U3MEHEHUEM CTele-
HU OKHCIICHUS! YYacCTBYIOIIMX B PEaKUUU aTOMOB BCIIEJICTBUE
nepepacnpe/ieieHus JJISKTPOHOB MexK 1y HUMU. [IpuanHa n3me-
HEHUS CTETIEHU OKHUCIICHHS aTOMOB 3aKJIFOUAeTCs B TOM, UTO B
peaKusX MEXIy MOHAMU M CBOOOTHBIMH PaUKaIaMU IPOUC-
XOJUT moTeps, 100 MproOpeTeHue AEeKTPoHOB. B Tabnure 3.
MIPUBOJIUTCS CITUCOK BAXXHEHIIIUX IPUPOTHBIX BOCCTAHOBUTEIICH
U OKUCIIUTENEH.

Taon. 3. Baxxgeiiye BOCCTAHOBUTEIU U OKUCIIUTEIIH.

Bakueiimue okuciaureau  BaxHeHIine BOCCTAHOBHUTEIH

I'asiorenst MeTanibl
A30THasi KHCJIOTA Boxopon
Konu. cepnasi kucJjiora Yroasn
Oxcua mequ CuO Oxuce yriaepoaa CO
Ilepexucs Bogopoaa Ceposoaopon
Xuaopun xeine3a FeCl3 Oxkcupa cepot SO2
BeproJieToBa coJib A30THCTasi KHCJI0TA
AMMHaK
I'mapa3zun

Oxcupa azora NO
Karuonnl MeTaJJioB B HH3-
IINX CTEHEHAX OKHCJIeHUS
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Kak Buaum, BOAOpPOA M METaUIbl HAXOAATCS B PsIy BaXK-
HEWIINX BOCCTAHOBUTEJICH, & TAJIOTEHBI, IEPEKUCH BOAOPOIA —
HAao0OpOT, B psay okucnureneil. M3BecTHO, uYTOOKuUCIEHUeM
HA3BIBAETCS MOTEPS AIEKTPOHOB U IPOTOHOB, TOT1a KaK IMPUOO-
peTeHne TaKOBBIX HA3BIBAETCS 80CCMAHOBNEHUEM. JTa K€ KOH-
aenuusa OTHOCUTCA U K OPraHUYCCKHUM KOBAJICHTHBIM COCAWHC-
HUSIM, XOTS OPraHUYECKHE AIIEMEHTHI OOJIbIIE CKJIOHHBI Oe-
JUMbCA DIEKTPOHAMU, HEKEIIU MOJIHOCTBIO OTAABaTh WIH IIPU-
oOpertatb ux. Ho 3TOT mpotiecc, mpoTeKaromuii B OpraHn4ecKux
CUCTEMax, 3a4acCTyl IIPEACTABILIETCS YNPOUICHHO C OJHOM
JIMIIb LEJIBIO: 7S JIYILEero MOHUMaHus cyTH nporecca. [Toato-
MY JOCTaTOYHO IMPOCTO 3aMIOMHUTH, YTO MPOLECC OKUCICHUS U
BOCCTAHOBJICHUS B PEAKIUAX MPEJICTABIIAECTCS HAMHOTO IIPOLLIE,
HCXKCJIM OH BBII'IAAUT Ha CaMOM JICJIC. B oTHOmIeHNN opraHu-
YECKHUX MOJIEKYJ OKUCNeHueM MOXHO Ha3BaTh TOT IIpoliecc, B
KOTOPOM YTJIepo] MpuoOpeTaeT CBs3u ¢ Ooyiee AIIeKTpo-Hera-
THUBHBIM 3JIEMEHTOM, Yalle Bcero ¢ kuciopogom. M Haobopor,
goccmano@eHue SBISIETCS NPOLECCOM, B KOTOPOM YIJIEPOL
MPUOOPETAET CBSA3H C MEHEE AIIEKTPO-HEraTUBHBIM AJIEMEHTOM,
yaiie BCero ¢ BogoponoM. Hmkecnenyromas cxema HaryisIHO
MOMOTaeT HanboJee MOJTHO MOHATH CKa3aHHOE.

CHs =& CH30H —» H.C=0O—> H-COOH — CO:

AJIKaH CIUPT aJIbACTHU MypaBbUHAaA KUCJI0TAa AUOKCHU[ YITIEpOaa

CoenuHenneM ¢ HanboJee BOCCTAHOBIEHHBIM COCTOSTHIEM
yraepona sisisiercst CHa, a Hanbosiee OKUCIEHHBIM COCTOSSHUEM
yraepoza sipisercss CO2.31ech HEOOXOAUMO OTMETUTH HEKOTO-
pBIE BaXKHBbIE MOMEHTHI. Tak, HECMOTpPsI Ha TO 4TO MPOLECC ITPO-
UCXOJUT HAMHOTO CJIO’KHEE, YEM ITPOCTO U3MEHEHHUE KOJIMYECT-
Ba CBs3€H, U1 MPOCTOTHI MOHUMAHUS NPUOOPETEHHE WM I10-
Tepsl 3JEKTPOHOB OPraHUYECKHUM BELIECTBOM IIPEICTABISAETCS
He OoJiee 4eM B BHJI€ MaHUITYJISALUH C KOJIMUYECTBOM cBsA3ei. Tak,
JBOMHAs CBSI3b BOCIIPMHUMAETCS KaK JIBE CBA3H, a TPOMHAs — KaK
Tpu. [loaTOMYy OOIIEIPUHATO, YTO B (PYHKIIMOHAIBHON KapOo-
HwIbHOMU rpymnme (-C=0) yriepos cBs3aH ¢ KUCIOPOIOM IBYMs
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cBsa3aMu. [loaTomMy 3TOT yriepox cuumrtaercs 0osee OKUCIIECH-
HBIM, HEXEJIN YIJepoj B CIIUPTOBOM TpyIIe, UMEIOUIEH BCETOo
OJIHY CBSI3b C KMCJIOPOAOM. YIPpOILas MOHATHE OKUCIEHUS Mbl
TOBOPHUM, UYTO ajbJETHIHAs TPYyIa SBIIETCS Oojee OKUCIICH-
HOM (PYHKIIMOHATBHOW TPYIIIOH, HEXKEIW CHUPTOBas. Takum
00pa3om, OJBOJIS UTOT BCEMY BBIIIECKa3aHHOMY, MOKHO CKa-
3aTh, YTO peakyusi OKUCIeHus — 3TO Peaklus, B KOTOPOH IeH-
TpaJbHBIN yriepos (YHKIMOHATIBHONH TPYMIBI B MPOAYKTE
peaKIMy NepexoJuT B CBOIO 0ojiee OKUCIECHHYIO GopMy. Peak-
Yusi e 0CCMAHO08IeHUs — ITO peaKklus, B KOTOPOH LIEHTpalb-
HBIH yriepoj; GyHKUHMOHAIBHOM IPyNMbl B IPOIYKTE pEaKIHH
MEPEeXOAUT B CBOIO Oosiee BoccTaHOBIEHHYIO (hopmy. Kpome
TOr0, BO3MOKHO CYILIECTBOBAaHUE HECKOJIBKHX (DYyHKIMOHAIIb-
HBIX TPYII, Y KOTOPBIX YIJIEPOJ UMEET OJHY U Ty K€ CTEIIEHb
OKHCJICHH, KaK HalpuMep YIJepoJibl, CBSA3aHHbIE C KUCIOPO-
oM B cnupTax U 3¢dupax. To ke camoe MOXHO cKa3aTb 00
aNbJACTHU/IaX M X THApPATHBIX popmax [8].

PaccMoTpuM Tenepp MOHATUE «CTENEHb OKUCIEHUsD. CTe-
IEHb OKUCIIEHHS - 3TO YHUCJI0, KOTOPOE BBIPAKACT YUCTIO DJEK-
TPOHOB, KOTOPOE 3JIEMEHT MOXKET OTJaTh, IPUCOEAUHUTDH WU
KOTOPBIMH MOXXET AETUTHCA B XMMHUYECKOM coequHeHuu. s
Jy4lIero MOHMMAHMS NPOTEKAIOIIUX B OPraHU3ME peakUuil
OKMCJICHUS-BOCCTAHOBJIEHHUS Ba)KHO 3allOMHUTH CIIEAYIOLINE
HEU3MEHUMBIE MOCTYJIaThl U ONUPATHCS HAa HUX IPU MOJCUETE
CTEINIEHU OKUCIIEHUS OTAEIBHOI0 aToMa:

% CTerneHb OKHCJICHUS MHTAaKTHOTO aTOMa paBHA HYIIIO.
Yro »xe kacaercs oOIIeH CTENEeHH OKUCIEHUS BCEX aTOMOB
BELIECTBA, TO €CJIM BEIIECTBO AIEKTPOHENTPAIBbHO, TO CTENIEHD
OKHCJICHHsI BCEX BMECTE B3AThIX aTOMOB BELIECTBA (MX CyMMa)
TOKE paBHa HyJ0. Korja »xe BemecTBo pacmnajgaeTcsi Ha HOHBI,
TO CTENEHb OKHCICHUS KaX/10r0 MOHA PaBHA €ro 3apsiy.

% Metabl NepBOi TPYIIbl UMEIOT CTENCHb OKUCICHHUS
+1, a MeTasIbl BTOPOH TPYIIIBI UMEIOT CTENEHb OKUCIEHUS +2.

% CreneHb OKuclieHHs GTOpa B COSTMHEHHSX paBHa -1.
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*» Bomopon B coenmHEHMSX Bcerza HMEET CTENEHb
oKucieHus +1

% Kucnopon B coennHeHUsIX BCeraa MPUHUMAET CTEIICHBb
okuciacHus -2 [6]. s Toro 4roObl HAWTH CTEIICHD OKHCIICHHS
KaX/I0T0 OTJEJIBHO B3STOrO aTOMa peareHTa M MpOoAyKTa,
BOCIIOJIB3YEMCSI INPOCTEHIIMM IPUMEPOM C pEakLHUeH, B
KOTOPOH y4YacCTBYIOT METaJIJ C MEPEXOJHON BaJEHTHOCTBIO (B
KauecTBE JIOHOpa »DJIEKTPOHOB) M KHCIOpoa (B KadecTBe
aKLEenTopa 3JIEKTPOHOB):

2Fe;03+3C —» 4Fe + 3COas.

CrerneHb OKUCTICHUS Kene3a 10 peakluy ObLIa +3, MOCKOIbKY
xene30, oopasys FexOs, oTnano KUCIopoay CBOU TPU AIIEKTPOHA.
OnHako Tmocie peakluH CTerneHb OKHCIeHHs >kene3a crama 0
(xene30 He OTJAeT CBOU JIEKTPOHBI M HE BCTYIAET B PEAKIIMIO C
KakuM-Tn00 aroMoM). Mtak, sxene3o nepenuio u3 6onee 371eKTpo-
MO3UTUBHOTO COCTOSIHUSL (+3) B OTHOCHUTEIILHO OOJiee 3JIEKTPO-
HeratuBHOE (0), 3HAYUT OHO BOCCTAHOBUIIOCH. YTJIEPO JI0 PEaKIUu
HaxXoAUTCA B MHAWBUAYAJIbHOM, MHTAKTHOM COCTOSAHHH, TaK 4YTO
CTeNeHb OKUCIIeHHs yriaepoa Ao peakuuu pasta 0. [Tocrne peakummn
CTETIeHb OKMCJICHHs yriepoja crana +4, T.e. yriaepon, Hao0oporT,
Tiepelesn B cBoe OoJiee 3IEKTPO-MO3UTUBHOE COCTOSIHUE, U TaKUM
o0pa3om yriiepos okucimics [6, 7).

CylecTBYIOT HECJOXKHBIE TIpaBUiia [UIsl ONpeAesieHUs
CTCTICHH OKHCIICHUS yTiepoja B cOCTaBe (DYHKIIMOHAIBHBIX
TPy, KOTOpbIe MPUBOJAATCS Ha puUC. 3.

HC o 2 0 0 -1 -2 3 o -3 +3,°

H.C E%E‘=CH2 HGC—S—C)H HC

. OH

Q
H - o B, S

HE ‘“\“(I:H HE ™7 SeH HN (l:|H—
]

HC H CH

0 et 0Ty

Puc. 3. Obwue npasuna o1s onpedenenusi cmenenHu OKUCIeHUsl yenepood
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Ha puc. 4 npencraBiieHbl CTENIEHU OKUCIIEHUS YIJIEpoAa B
Pa3IMYHBIX OPraHUYECKUX COSIUHEHMSIX [9].

(@]
H OH
1_-=1 <2 0
HO e + HO
i HzO —_ H oK
H H H
o
PYMIPOBAA KACNOTA AGno4Han kMCcnoTa
+2 +3.0© +3 O 4
mch—{ —_— HC—< +  co,
o OH OH
MNMuposuHorpanHan YikoycHana konoTa
cnoTa

Puc.4. Cmenenu okucnenus yenepooa 6 memaboniumax
I u Il obwux nymeii kamaboauzma

Taoa. 4. CreneHM OKHCIEHHUS YIJEpoAa B Pa3IMYHBIX
COCMHEHUSX U B COCTaBe ()yHKIIMOHAIBHBIX TPYTIIL.

Coeannenmue yriepoaa CreneHn OKHCJIEHHS
CHy -4
R-CH; ; CH3-CH3; -3
R:-CH2; CH=CH:; CH3-Cl; CH3-OH; -2
R-CH:-CH:-R

R3-CH; CH=CH; R-CH=CH-R; -1
R:-CH-CH-R; CsHgs; R-CH2-OH

R4-C; R3C-CR3; R2C=CR?2; R-C=C-R; 0
H>C=0; CH:Clz; R:-CH-OH

R3;-C-OH; R-HC=0 +1
R.C=0; H-COOH; CH-Cl; +2
R-COOH +3
CO2; C-Cls; H2COs +4

Kak Bumum u3 Hmkecnenayromieil Tadmumpl (Tadm.4), cre-
[IEHb OKHUCIJIEHHS YIJIEpOJa MOKET HU3MEHSThCsS OT -4 (camoe
BOCCTaHOBJICHHOE COCTOSIHHE) 710 +4 (caMOe OKHUCIICHHOE COCTO-
saue). Mtak, yriepoa MOXET U OT/IaBaTh, M MPUHUMATH JJIEK-
TPOHBI, BBICTYIIas B MEPBOM CJIy4yae B KavyeCTBE BOCCTAHOBH-
TEJsl, BO BTOPOM — B Ka4ECTBE OKHCITUTEIIS.
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I.3. UcTopusi yueHusi 0 OMOJIOTMYECKOM OKHMCJIEHUHU

[Ipotiecchl OKUCIEHUST B OpPraHM3ME JaBHO MPHUBJIEKAIU
BHUMaHME y4eHbIX, 1 HaunmHag ¢ XVIII Beka 10 Hamux nHeu
BEJIeTCA UX MHTEHCHMBHOE u3ydyeHue. CyliecCTBEHHBIN BKIAJ B
MOHMMAaHHUE TPOIECCOB OHOJIOTUYECKOTO OKHUCIICHUS BHEC
A. JlaBya3be. B nanpHelemM 3HaUYUTENbHBIN BKJIaa B UCCIIEI0-
BaHHE MPOIECCOB OKUCICHUSI-BOCCTAHOBIICHUS B )KUBBIX CHUCTE-
Max, UX JIOKaJIU3alUH B KJIETKAX, CBS3HM C OCTAJIbLHBIMH MPOIIEC-
camMu oOMeHa BeIIeCTB, MEXaHU3MbI (HePMEHTATUBHBIX OKUCIIH-
TEbHO-BOCCTAHOBUTENIBHBIX PEAKIINI, aKKyMYJISIIUH U TIPEBpa-
menust 3Heprun Buecau O. BapOypr, I'. Bunang, . Keitnun, X.
KpeOc, I1. Mutuen, 1. I'pun, A.Jlenunxep, b. Yanc, 3. Pakep,
A.H.bax, B.W.I[lamnagun, B.A.Ourensrapar, C.E.Ceepus,
B.A.bemuuepu np. Tak, B 1777 1. JlaBya3beBnepBbie OJIH3KO K
WCTHHE HCTOJIKOBAJ MPOLIECC TOPEHUSI KaK SBJIEHUE, OCHOBAaH-
Hoe Ha coequHeHuu BemecTB ¢ O2. Tak kak ¥ ropeHue, u Jpixa-
HUE compoBoxkaatoTcs norpednenueM Oz u BoineneHuem COq,
YYEHBIA MPEITOIOKUI, UYTO B UX OCHOBE JICKHUT OJIMH U TOT K€
MPOLIECC — MPOIIECC OKUCIICHUA-BOCCTaHOBIEHH. OHAKO, KaK
MBI TIOHAMAaeM, Yy NbIXaHUsl ObUIA CYIICCTBCHHBIE OTIMYUS OT
TOpPEeHMs], TOCKOJIbKYIbIXaHNUE MPOUCXOIUT MPHU HU3KOH TeMIe-
patype, 03 IJIaMEeHH U, CaMO€ TJIABHOE - B IIPUCYTCTBUU BOJIBI,
TOTJa KaKk TOPEHHE B HEOPTaHMYECKOH cpefie B MPHUCYTCTBUU
BOJI HEBO3MOXKHO. B konue XIXBeka pabortas He3aBUCHMO
apyr ot apyra, uccienosarenu A.H. bax u B.U. Tlannanun-
MPEAJIOKIIA 2 OCHOBHBIE TEOPHH, MOTYIIIUE MPOJIUTH CBET Ha
MIPOLIECCHI, MPOTEKAIOIINE B X0/I¢ OMOJIOTUYECKOTO OKHCICHUS.
B 1897 r A.H. bax chopmynrpoBai nepeKncHyIo TEOPUIO OKUC-
JICHUS], COTJIACHO KOTOPOM ISl MHUIIMALIUK PEAKIMH OMOJIOTH-
YECKOI'0 OKUCJICHHS CHaYala akTUBUPYETCS] MOJIEKYJIa KUCIIOPO-
na O2. AktuBauusa O2 IPOUCXOJIUT B Pe3yJIbTaTe pa3pbiBa OJJHON
u3 ero cesazeir O=0O c oOpazoBanmem -O-O-, mocne dYero
MIPOMCXOJUT €ro MPUCOEANHEHNE K OPraHMYECKUM BellecTBaM
— okcupazaMm. CoriiacHO €ro rurnoTe3bl, aKTUBUPOBAHHBIA O2
MPU B3aUMOJICHCTBUHM C OKHCIISIEMBIM BEIIECTBOM 00pa3yeT B
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KoHeyHOM utore nepekuch [10,11,12]. Teopus «mepekucHoro
OKHCJIeHUs» baxa He Hanuia NOATBEPXACHHUSA B IMOSICHEHUU
MPOLIECCOB OMOIIOrMYECKOT0 OKUCIIEHUS ¢ 00pa30BaHUEM DHEP-
MM, TOTPeOIIEMON OPraHu3MOM B KAa4eCTBE DHEPreTHUUYECKOM
BaJIIOTHI, OJIHAKO OHA BCE-TaKW HalllJla CBOE MOJTBEPKICHHUE B
apyrux nporeccax. B.M.ITautanua npeanoxuin TeOpuro Ibixa-
HUS, B KOTOPOH OMOJOTHYECKOE OKHCICHHE PacCMaTpUBAJIOCh
KaK COBOKYITHOCTh (DEPMEHTATHBHBIX IPOIECCOB, B KOTOPBIX
[JIABHBIM KOMIIOHEHTOM, TIOCTaBIIMKOM JHEPTUHM BBICTYIIAJ
Bo10po1. OH MPEnnoI0KII, YTO OKUCIIEHHE OOTaThIX BOJIOPO-
JIOM CyOCTpaTOB JOHKHO MPOUCXOIUTH B 2 (ha3bl: adpOoOHYIO U
aHa’pOOHYTO.

a. Ilepas (a3za, anaspoOHas. B 3Toii (ha3e ocoObIe BemecT-
Ba, KOTOpPBIE OH Ha3Ball xpomoreHamu (R), OTImIemIsA0OT NpOTOH
H" or cybcrparoB, BoccTanaBiuBasich npu otoM 10 (RHz). Kak
BBISICHWIOCH BIIOCJICJICTBUM, TaK Ha3bIBAEMbIE «XPOMOICHBI»
BXOJIMJIM B COCTaB (DEPMEHTOB - ACTUAPOTreHAa3 U MPEACTABIISIN
co0ol nX akTHBHYIO KopepMmeHTHYI0 yacTtb: HAJl, DMH, ®A/I.
BoccranaBnuBasich, 3TH KOGEPMEHTHI MPUHUMAIH CBOIO BOC-
cranoBiieHHyto ¢popmy: HAJI-H2, DMH-H2, ®A/I-Ho.

b. Bropas ¢aza, aspobHas. BoccraHoBIEHHBIE XPOMOT€HBI
RH> (HA-H2, ®MH-H2, ®AJI-H2) nepenator npoton H nHa
kucnopon Oz ¢ oOpa3oBanuem Molekynbl Boasl [8, 10, 11].
Bnocneacteun teopus B.M. Ilamaguna noarBepaunace AJist
IIPOLIECCOB MUTOXOAPUAIBHOIO OKMCIIEHUS, 3 XPOMOT€HBI, IPU-
HUMAIOILIME y4YyacTHUE B OTHATUHU BOJOpOJa OT cyOcTparoB, B
HacTosIee BpeMsl Ha3bIBAIOTCS (pepMEHTaMu “‘NeruporeHasa-
Mu”. Ha ceroiHs U3BECTHO HE MEHEE YEThIpPEeX TUIIOB OMOJIOTH-
YECKOT0 OKHUCIICHUS:

% As3pobHoe, NN MUMOXOHOPUATbHOE OKUCTIeHUE TIPOUC-
XOJUT C LIEJIbI0 U3BJICUCHUS SHEPTUU U3 MUTATEIbHBIX BEIIECTB
C y4acTueM Kuciopoja u HakorieHus ee B Buge AT®D. Aspob-
HOE OKHCJICHHE Ha3bIBACTCS TaKKE MKAHE8bIM ObIXAHUEM,
IIOCKOJIBKY TIPU €ro MNPOTEKaHUH B KIETKU TKaHEW aKTUBHO
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MOCTYHaeT KUCIOPOA M M3 HUX BBIACNAETCS YIIEKUCIHbIN Ta3
(«TKaHU ABIIIYTY).

¢ Anaspobnoe okucieHue SBISETCS BCIIOMOTATEIbHBIM
CIOCOOOM W3BJICUEHUS] SHEPTUHM BEIIECTB, MPOUCXOIUT 0e3
y4acTus KUciaopoaa. B MHOTOKIETOUHBIX OpraHru3Max aHa’po0-
HOE OKHCIIEHHUE CYIIECTBEHHOTO BKJIa/1a B 00pa30BaHHUE SHEPTHU
HE BHOCHT, ITOCKOJIbKY OCHOBHOI IyTh 00pa30BaHUs SHEPTHU B
HUX — a3poOHbIiA. OTHAKO aHaYPOOHOE OKUCIICHHE UMEET 0OJb-
11oe 3Ha4eHue 7151 0akTepuif. Y MHOTOKJIETOYHBIX, B YACTHOCTH
y dYeloBeKa aHa’pOOHOE OKUCIIEHHE CTAaHOBUTCS OCHOBHBIM
MyTeM TMOCTaBKU SHEPTUU B KJIETKH TOJBKO MpPHU HEIOCTATKe
KHUCJIOpOJia (TUIIOKCEMHH, TUIIOKCUH), @ TaKKe MPU BBITIOJIHE-
HUU UHTEHCHUBHOMN MBIIIIEUYHOMN paObOTHI.

% Muxpocomanvroe oxucienue TPOUCXOANUT B BE3UKYJIaX
MHUKpPOCOM U MpeJHA3HAYCHO ISl 00€3BpeKUBAHUS JIEKAPCTB U
AJI0B, a TAK)XE C TUIACTUYECKOM IIeNbI0, @ IMEHHO JJIsl CHHTE3a
pa3IMYHBIX BEIIECTB: aJpeHalNHa, HOpaJpeHaINHa, MeJlaHuHA
B KOXK€, KOJIJIareHa, )XUPHBIX KUCIIOT, KEITIHBIX KUCIIOT, CTEPO-
UIHBIX TOPMOHOB. [Ipr MUKpocoManbHOM OKUCICHUH OJIUH WU
00a aTomMa MOJIEKYJIIPHOTO KHCIIOPO/ia BHEAPSIOTCS B CTPYKTY-
py cybctpaTa, 006paszysi B HEM THJIPOKCHIBHYIO TPYIIY, Jemast
cyOcTpar 6oJiee peaKIMOHHO-CIIOCOOHBIM H BOJIOPACTBOPUMBIM.

*» Ce0000HOpaduKanvHoe oKucieHue TPOUCXOIUT OOBIYHO
B MOBPEXKIECHHBIX KJIETKAaX MU KJIETKaX UMMYHHOW CHUCTEMBI.
OHO HE00X0IMMO TaKKe AJISl PETYJISLUU OOHOBIICHUS U TIPOHH-
[[aeMOCTH KJIETOUYHBIX MeMOpaH [ 12]. OCHOBHBIM IyTeM OHOJIO-
THYECKOT0 OKHUCIICHUS SBIISETCS adpoOHOE, WU MUTOXOHAPH-
aJIbHOE OKHCIJICHHE, TIOCKOJIBKY OHO CBSI3aHO C 00eCTeYeHHEM
OpraHu3Ma >Hepruel B JOCTYIHOM IS UCIIONIb30BaHUA (popme.
VcToYHMKaMU HEPTUM B MUTOXOHIPHATILHOM ITyTH OKHCIICHHS
JUI 4elloOBeKa MOTYT ObIThCamble pa3HOOOpa3Hble OpraHHYec-
KH€ COSMHEHMsI, HO KaK MBI y>K€ OTMEUaJld, B IEPBYIO OYepeb
YIJIEBOJIBL, )KUPHI U 6enku. B pe3ynbpTare a3poOHOTr0 OKHCIECHUS
MUTATEIbHbIE BEIIECTBA PACHaNalOTCS 10 CBOMX KOHEYHBIX
IpOoAYKTOB, B 0cHOBHOM — 110 CO2 u H20, Tak 4yTO TKaHeBoe
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IbIXaHHE MOKHO Ha3BaTh OKHUCIICHHEM OPraHUYECKUX BEIIECTB
B KJIETKaX, COMPOBOKAAOMUMCS moTpedbneHrneM O2u BbIAETe-
nueMm CO2 u Bogsl. [Ipu pacnane 0enKoB TOMOIHUTEIHLHO 00pa-
3yercsa Takke ammuak NH3, mosTomy Oenkd B OCHOBHOM HE
UCIONIL3YIOTCSA B Ka4eCTBE MOCTABIIMKOB SHEPTUH, a OOJblIe
Clly’)KaT OpraHu3My B KadeCTBE CTPOUTEIBHOIO MaTepuala.
['maBHBIM MOCTaBIIMKOM 2HEPIHH ISl KJIETOK MOXHO Ha3BaTh
TIIIOKO3Y, TPEICTABIISAIONIYI0 COOOW «IKOJIOTHYECKH YHCTHIH
MPOIYKT», IPH paciajie KOTOPoro He 00pa3yercs JOMOTHUTEIb-
HBIX, OOpPEMEHHTENBHBIX IS OpraHu3ma mniakoB. OOpasy-
rforuecs xe u3 riaoko3bl CO2 u H2O GecnpensaTcTBEHHO MOKH-
JAl0T OpraHu3Ma: OAMH 4Yepe3 JIETKUE, IpYroi — yepe3 MOYKH.
DaKTHYECKH CyOCmpamom mKaneeo2o ObIXaHusa MOXET ObITh
M000€ BEIIECTBO, KOTOPOE OTAAET 3JIEKTPOH HEMOCPEICTBEHHO
B LIEMIb OKUCIHUTEIbHOTO (ochopunupoBanus, HampuMmep Ha
HAJI" ¢ o6pasosannem HAJI-Hz, winu na ®AJ] ¢ 0OpazoBanreM
OA/IHom T.4. Lenp nepeHoca 3JI€KTPOHOB B MUTOXOHJIPHUSX
HA3bIBAETCS «OblXamenbHas yenvy. B nepeHoce 3J€KTPOHOB OT
OKHCJIIEMBIX CyOCTpaTOB K Kuciopoay O2 IpUHUMAIOT y4acThe:

v  HAI"- u HAJI® - 3aBuCHMBIE JETHAPOreHAaskI;
v' ®AJI- u ®MH- 3aBucuMbIe JIETUAPOTECHA3kI,

v' kooH3uMQ);

v LMUTOXPOMBEI,

v’ GenKku, cofepKallie HEreMOBO€ XKeJE30.

Boigensiemasi u3 3aKJIFOUEHHBIX B MUTATEIbHBIX BEIECTBAX
SHEprus TPaHC(HOPMHUPYETCS B DHEPTUI0 XMMUYECKHX CBSI3EH
MAaKpO3PTUUYECKUX COCIUHEHUH, MpeumMyiiecTBeHHO — AT
(puc. 5). AT® 3aremM HCHONB3YyETCS TMPAKTHUYECKH Ha BCE
MIPOLIECCHI, MPOTEKAIOIINE C MOTPEeOICHHEM PHEPIUH, Mo ITON
npuunHe AT® Ha3bIBalOT HPHEPreTHUECKON BaIOTOM KUBBIX
opranu3mos [10].
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/—> AT(D\

BbliaeAeHue UcnoAb3oBaHue

3Hepruum: 3Heprum:

OKUCAEHue 6uocuHTes

YrA€BOAOB, MOAEKYA,

XUPOB, cokKpalleHue

6eAKoB. MbILLILL,
AKTUBHbIN
TPAHCNOPT,
NPOAYKLMUS
Tenaa.

\— AA¢+Pi‘—/

Puc. 5. Ocnosnole nymu 06pa306a1-1u;1 OHEpcUU U ee UCNOJIb306AHUA
6 OpcaHusme.

1.3.1. CoBpemMeHHbBI€ NIPeCTABICHHUS O
0MO0JIOrMYeCKOM OKHMCJIEHNHU

OTMeTUM OCHOBHBIE TMOCTYJIATHI COBPEMEHHOW TEOPHUHU O
OHOJIOTHYECKOM OKHCIICHHHU:

a. OKucIeHHEe MOXET MPOTEKATh Kak B adpOOHBIX, TaK U B
aHa’pOOHBIX YCIOBUSIX.

b. B a’poOHBIX opraHu3Max CyImecTByeT HECKOIBKO My Ten
ucnonb3oBanusa Oo.

c. Peakmum OHMOIOrMYECKOTO0 OKHCIECHHUS HEOOXOOWMBI B
MEepBYIO ouepensb it moaydeHus sHeprun B Gpopme ATD, Ho
TaKKe JJIsi CHHTE3a HOBBIX BEIECTB, Pa3pyIICHHS KCEHOOMOTH-
KOB U JIPYTUX HEXENaTeIbHBIX MPOTyKTOB METa0OIU3MA.

d. buonorudyeckoe OKHCIICHHE SIBIISICTCS CIIOKHBIM, MHOTO-
CTaAUIHBIM TPOLIECCOM, B KOTOPOM TIJaBHYIO pPOJIb HIPAIOT
(dbepMeHThI: OKCuAo-peaykTassl [13, 14, 15].

bonee KOHKPETHO OKHMCIUTEIHLHO-BOCCTAHOBUTEIIbHBIE pPe-
aKIIMF MOXHO OTIPENIETTUTh KaK PEaKIMH, B KOTOPBIX MEHSETCS
CTETIeHb OKUCJICHHs cyOcTpaTa 3a CueT MPUCOSAUHEHUS W/WIH
ormermnenus: 1) 1 €7 2) 2e'u 2H"; 3) atomoB kuciopona. U3
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BBIIIECKAa3aHHOTO CTAHOBHUTCS SICHO, YTO OKHCJIEHHE SBIIACTCS
peakiuel OTHATHS BOJOPOJA M JIEKTPOHOB OT XMMHYECKOTO
COCIMHEHUS WM JK€ BKIIOYCHHE KHUCIOpPOAa B JaHHYIO
mozekyny. Ilo 3Toit nmpuumne cyb6cmpamom OGHOIOTHUECKOTO
OKHCIJIEHHSI MOXET BBICTYNATh JIO0OOE BEIECTBO, CIIOCOOHOE
oTAaBaTh (IPUHUMATB) AJIEKTPOH W/WIM MPOTOH, T.€. JIOOBIE
BEILIECTBA, CIOCOOHBIE BCTYNATh B PEAKIINU OKUCIICHHS.

1.3.2. IlonsiTHE O CBOOOAHOI IHEPIUH

Kaxxnoe opranndeckoe BemecTBo 06J1agaeT ornpeaeIeHHbIM
3amacoM BHYTPEHHEH sHepruu. YacTtb 3TOM BHYTPEHHEHN dHEp-
MM MOKET OBITh HCIOJIb30BaHA MJISi COBEPILEHHUS MOJIE3HOU
paboThI, ¥ TAKYIO SHEPTHUIO YKE HA3bIBAIOT CBOOOHOM YHEpTUEH
G. HanpaBienre XUMHYECKOW peaKIuu ONpeeseTcss U3MEHe-
HUEM CBOOOJIHOM SHEPrHH BEIIECTB, BhIpakaeMbIM 3HaKoM AG.
VY karabonuyeckux mporeccoB 3HadeHre AG OTpuIaTeNbHO,
3TO 03HAYAET YTO 00IIee KOJTMUECTBO YHEPTHHU, COACpKAIIEHCS
BO BCTYMAKOIIMX B PEAKLMIO PEAreHTax MOCJE PeaKUu CHUXKa-
€TCsl, TIOCKOJIbKY YacTh MX SHEPTUU BBIAEISAETCS B Cpeay, ITO
yka3bpiBaeTcsl 3HakoM — AG. CyOcTpaTbl TaKOW peakiuu caMu
MIOCTABJISAIIOT SHEPTUI0, HEOOXOJUMYIO JJIsl IPOTEKAaHUs peak-
LMW; TaK YTO 3TU PEAKLHUU MPOTEKAOT CAMOIPOU3BOJIBHO U Ha-
3BIBAIOTCS «IK3EPrOHUYECKUMHU peakuusMu». Y aHabonuuec-
KUX peakunii AG MOJIOKUTENBHO, 3TO 03HAYAET YTO JIJIs IPOTe-
KaHUS PeaKkluu HE0OXOAUMO TIOTJTIONICHUE PEaKIMK U3BHE, 3TO
yKa3piBaeTcs 3HakoM +AG. DTH peakuuu NMpPOTEKAIOT TOJIBKO
MIPU MOCTYIUICHUH CBOOOTHOM SHEPTUU U3 CPEbI U HA3bIBAIOTCA
«3HJIEPrOHUYECKUMH peakiusMn». Belpaxaercs BeaudnHa
cBoOOHOM 3HEeprun B K[k [15].

Peakumu OKHCIEHUS-BOCCTAHOBJIEHUSI BCErJa COCTOST U3
napsel, B KOTOPOM OHO BEILLECTBO SIBJISETCS JJOHOPOM, a IPYroe —
aKIETITOPOM OIpEeeNICHHOM (POpMBI SHEpruu (Hampumep dJieK-
TPOHOB, MPOTOHOB). [losTOMY B 3TO# mMape Bceraa MPOUCXOIST
B3aMMO/ICUCTBUS MEX]Ty OKUCIIUTENIEM U BOCCTAHOBUTEIIEM, UTO U
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JIa7I0 Ha3BaHUE THUITY THX PEAKIMHA — OKUCIUTEIHHO-BOCCCTAHO-
BUTEJIbHBIE. B KaK1011 OKUCIUTEIBbHO-BOCCTAHOBUTEIBHOM CHCTE-
Me 00s13aTeNbHO YYacCTBYIOT M OKHCJIEHHAs, 1 BOCCTaHOBJICHHAS
(GOpMBI IByX COEOMHEHHWH, KOTOpbIE 00pa3ylOT CONPSIKEHHYIO
OKHCJIUTENIFHO-BOCCTAHOBUTEJIbHYIO Mapy, MHA4Y€ Ha3bIBAEMYIO
penokc-napoi. Pa3Hble OKHCIUTENBHO-BOCCTAHOBUTEIBHBICTIAPHI
00J1a1a0T pa3IUYHbIM CPOJICTBOM K AIIEKTPOHY. Mepoii cpoacTBa
COE/IMHEHUSI K DIIEKTPOHY CIIYKUT OKUCAUMETbHO-80CCIMAHOBU-
MeJibHbILL NOMeHYUA, HA3bIBAEMBbII TaKKe PEOKC-TIOTEHIIMATIOM
«Eo'». Benmuuny Eo' BbIpakatoT B BOJIbTaX, 3Ta BEIMYHHA [IPSIMO
MIPOMNOpLHOHAIEHA U3MEHEHHIO CBOOOIHOM sHepruu AG Bo BpeMs
peakuuu. Yem nonoxurensHee Eo', TeM 3HaUUT G0IbLIE CPOICTBO
COEIMHEHHUS K DJICKTPOHY, U OHO 0o0Jiee OCTaTbHBIX COCTUHEHHI
CIIOCOOHO TMPHUCOCAMHSATH MEKTPoH. M Hao0OpOT, YeM oTpwHIia-
tenbHee Eo', TeM 3HaUUT MEHbILIE CPOACTBO COCIMHEHHUS K AJIEK-
TPOHY, U OHO 0OJIee OCTATBHBIX COSTUHEHHI CIIOCOOHO OT/IaBATh
aneKTpoH. Tak, caMoe HU3KOE CPOJCTBO K SJIEKTPOHY Y BOJOPO/A,
nockoibKy ero Eo' paBno -0,42B. Camoe BBICOKOE CPOJACTBO K
anektpony y Oz, T.x. ero Eo' paBHO +0,82B. OcranbHbie KOMITO-
HEHTBI JIbIXaTeJIbHOU 1T MUTOXOHAPHI UMEIOT peAOKC-TIOTEH-
[MaJibl, 3aHUMAIOIIME TMPOMEXKYTOUHOE TMOJIOKEHHE MEXITy —
0,42B u +0,82B [16]. EctectBeHHO, B JbIXaTCIILHON IICTIH
BEIIECTBA TEPEHOCAIINE DJIEKTPOH, PACHOIaraloTcsi B MOPSIKE
YBEIMYCHHUS MX PEIOKC-TIOTEHIMAMa, TOCKOJIBKY 3JIEKTPOH
JBIDKETCS OT COCTUHEHU, CIOCOOHBIX OTJaBaTh €ro, K CoeIuHe-
HUSIM, CHOCOOHBIM €ro MpUHMMATh. Haue roBoOps, AJIEKTPOH
TIepeMEIIaeTCsl 1O AbIXaTeIbHON LEMH OT BELIECTB C HU3KUM CPO/I-
CTBOM K DJIEKTPOHY K BeIECTBaM C 00jIee BBICOKUM CPOJICTBOM K
3NeKTpoHy. Bo Bpems 3TOro mepemenieHus 3JIeKTpoHa Mo LU
MepeHoca SJIEKTPOHOBOH BbIAEISET KBaHTHI 3Hepruu [13], uto
O3HAYaeT, YTO MPOUCXOIAUT BHICBOOOXKICHHE 3aKITIOUCHHOM B HEM
cBOOOTHOM sHeprun. YacTb 3T0i SHepriuu (HPUKCHPYETCsl B BUIC
MaKpO3PrUYE€CKUX COCTUHEHU, B OCHOBHOM AT®. DIEKTpOHBI B
JBIXATeIBbHOM 1eru OepyTcesi OT CyOCTpaToB TKAHEBOTO JIBIXAHUSL.
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1.3.3. O0pa3zoBaHue cyOCTPAaTOB TKAHEBOIO JbIXaHUSA
Jtanbl YHUPUIHMPOBAHUSA FHEPTUHU MUIIEBbIX BelIECTB.

OO6pa3oBaHue cyOCTpaTOB TKaHEBOTO IBIXaHUS OCYIIECT-
BJISIETCS B HECKOJIBKO OCHOBHBIX I1ATOB:

o Ilpu mepeBapuBaHUU B KENyJIOYHO-KUIIEUHOM TPAKTE
MIPOUCXOUT THAPOIIU3 TOJUMEPOB, TAKUX KaK OCJIKH, MOJIMCa-
XapUIbl, U )KUPBI 10 MOHOMEPOE, KOTOPBIE TIOTOM BCACHIBAIOTCS
B KPOBb, ITOCTYIAIOT B KJIETKH U TaM BKIIFOYAIOTCS B TIPOMEKY-
TOYHBIN OOMEH.

o B xome xartaGonmm3ma, 3a UCKIIOUEHHEM HEKOTOPBIX
aMUHOKHCIIOT, BCE MOHOMEPHL, T.€. MOHOCAXapHbl, >KUPHBIC
KHCIIOTHI U OOJIBIIIMHCTBO aMUHOKHUCIIOT MPEBPAIAeTCsl B YHU-
BEpCAIbHOE BEIIECTBO - arleTUiI-KoA.

o Aunermn-KoA moctynaer B IMKII TPUKapOOHOBBIX KHC-
JIOT, TJIe U3 HEro B IMOCIE0BATEIbHBIX PeakIUsIX o0pa3yroTcs
CyOCTpaThl JUIsi TKAHEBOTO JILIXaHUS: U3OIHUTPAT, O-KETOTITyTa-
paT, CyKUMHAT U Majart.

o Okwucnenue cyocTpaToB TKAHEBOTO IBIXaHUS COMTPOBOXK-
JaeTcsi OAHOBPEMEHHBIM BOCCTAHOBJIECHHEM KO(EpMEHTOB:
HAJl no HAIH2 u ®Al — no ®AJIH2, koTopsie 3atem nepe-
JAI0T CBOM MPOTOHBI M AJIEKTPOHBI B PEAOKC-1IEMb ISl OKHCITHU-
TEJNBHOTO (hocHOpHIUpPOBAHHUS.

1.3.4. OcHOBHBIC IYTH UCIOJIb30BAHUS
KHCJI0PO/a B KJIeTKe

KopoTko kocHEMCsi OCHOBHBIX pEaKIIMii C BOBJICUCHUEM B
npoiiecc Kuciopoa. B HacTosimiee BpeMst BBIICISIIOT 4 OCHOB-
HBIX IIYTH UCTIOJIB30BaHUS KUCIOPO/Ia B OPraHU3Me:

4+ OKcuoasnvlii nyms, XapakTepU3yercs TEM, YTO B 3THX
peaKkuusax 3JEeKTPOHBI U MPOTOHBI MepearoTCsl HEMOCPEACTBEH-
HO Ha kucinopoa. OkucnutenbHOe (GochopuInpoBaHre OTHO-
CHUTCSI K 3TOMY TUITY pEaKIuii.
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+ OKcHIa3bl y4aCTBYIOT Takke B Karabomusme D- u L-
aMUHOKHCIIOT. YTO KacaeTcsi OKUCIUTETHHOTO (HOChHOpHIHpo-
BaHUs, TO OHO MIPOTEKAET B MUTOXOHJAPUSIX U SBIISAETCS OCHOB-
HbIM UCTOYHHKOM AT® B a’poOHBIX TKaHAX. DTOT MpoIecc
notpebinser 90% kuciopoia, MOCTYNAIONIETO B OPTaHU3M.

& Oxcuzenasnwtii nymop, XapakKTepu3yeTcst TEM, YTO B ITHX
PEaKUUAXKUCIOPO] BHEAPIETCS HEMTOCPEICTBEHHO B MOJIEKYITY
cyOctpara. PaznuualoT 1Ba Buja 3TOro myT: MOHOOKCHTEHA3-
HBIN U TUOKCUT'€HA3HBIM .

a. Monookcuzenaznolii nyms, 00ecrieunBaeT BKIItoueHue 1
aToMa KHCJIopoJia B MOJIeKyily cyOctpara. Mcnomib3yercst 3ToT
IIyTh C TUIACTUYECKOMN 1IEJIbIO, T.€. U1 CUHTE3a HOBBIX BELIECTB,
HampUMep CHUHTE3a CTEPOMIHBIX TOPMOHOB U3 XOJECTEPHHA, C
LeNbl0 JETOKCUKALIMM YY>KEPOJHBIX COEIMHEHUM, Hanpumep
00e3BpeXNBaHUS KCEHOOMOTUKOB U TOKCHYECKUX MPOAYKTOB
0o0OMEeHa B MUTOXOHJPUSAX U SHOIUIA3MATHIECKOM PETUKYIIyME.

0. Jluokcuzenasnolii nyms, OOECICUMBACT BKIIOUYCHUE
000MX aTOMOB MOJIEKYJIbI KHCIOpoa B cyocTpara Mcmonb3yer-
csl JUIsl JeTpajiallid aMHUHOKHCIIOT, HampuMmep, GheHuIaaaHnHa
(roMoreHTH3aT-IMOKCUTeHAa3a), 1 CHHTE3a HOBBIX BEILIECTB.

+ ITepoxcuoasuwvtit nymo. Kuciiopos B JaHHBIX PEaKIIUsaX
y4acTBYyeT B 00pa3oBaHHHU MepeKkucei, [lepekrch MOXKeT BBICTY-
MaTh Tak)Ke B KAYECTBE aKIIENITOpa MPOTOHOB, KaK HAIPUMEp B
peakuu, KaTaIu3upyeMOon KaTala3ou.

+ Ceoboonopaduxanvuslii nyms. Kuciopoa y4acTByeT B
o0pa30oBaHWM AKTHBHBIX (OPM KHUCIOPOJA: PATUKAIOB, KOTO-
pple HEOOXOAMMBI B MEPOKCHCOMAX HJsi BHYTPHUKJIETOUYHOTO
MUINEBAPEHUs, pa3pylIeHus: Makpodaramu OakTepuii, BAPYCOB,
perynsuuu Metadomm3ma u 1.1 [17, 18, 19]. Ho nepekucu u
aKTUBHBIE KMCIOPOIHBIE PAJAUKAIIbI OKAa3bIBAIOT TAKKE MOBPEXK-
Jaroriee BO3IeHCTBUE HAa CTPYKTYPBI KJIETOK U TKaHEH, aKTUBU-
pys IEPEKUCHOE OKUCIICHUE JIMIUAO0B. Pa3pyleHne nepexkucei,
MHAKTUBALUA CBOOOJHBIX PATUKAJIOB C ILEIBI0 OrPaXKIACHUS
KIETKA OT MX pPa3pyLIAIOIIEro JEHCTBUS OCYILIECTBISETCS C
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MOMOIIbI0 (hePMEHTATUBHON U He(pepMEHTATUBHOU aHMUOKU-
OaHMHOU CUCTEMBI KIIETOK.

Kak 6b110 cka3aHo BbIlIE, Bce (PEPMEHTHI, YUaCTBYIOILIUE B
OKHCJICHUU-BOCCTAHOBJIEHUH, HANpUMeEpP, KaTalU3UpPYyIOLIUe
OTIIEIUIEHHE BOAOPOAa OT cyOCcTpaTa M MPUCOECTUHEHHE €T0 K
JOpYrod MOJIEKyJle, OTHOCITCS K KIJIAcCy OKCHUIO-PEIyKTas3.
I'munepansaerun-3-gocdar neruaporeHaza MOXKET CIYKUTh
PUMEPOM Takux (pepMeHTOB. B COOTBETCTBUU C THIIOM KaTa-
JTU3UPYEMOI peaKIIiy, BCe OKCUA0-PEayKTa3bl pas3/ieieHsl Ha 17
rpymi [14, 18]. OcHoBHBIE 5 rpyn 3TUX (PEPMEHTOB — ITO OK-
cuoasvl, apooHvle 0e2udpoenHasvl, aHaAIPOOHbIEe 0ecUopo-
2€eHa3bl, OKCU2EHA3bl, NEPOKCUOA3bL

I.4. ®epMeHTHI, KATATU3UPYOLINE OKHCIUTEIbHO-
BOCCTAHOBHTE/IbHbIE PEAKIHH

1.4.1. Oxcuaa3nl

OKkcuoda3zwl OTILEIUIAIOT IPOTOH OT cyOCTpara, UCIOJb3Ys B
KadecTBE aKIenTopa MpoToHa ToJbko Kuciaopord Oz. [luroxpom-
OKCHJa3a, TUPO3WHA3a, YpHKa3a SBISIOTCS NMPUMEpPAMU STUX
dbepmenToB. [IpoayKTOoM peakiyu, KaTaau3upyeMOUOKCHIa3a-
MU, ABIIsIeTCs BoAa. Bee okcuassl cofepkar Mellb, Kak Harpu-
Mep UTOXPOMOKCH/1a3a, SBIISIONIASICS MOCICTHUM (HEPMEHTOM
apixatenpHoi 1ernu. OO0 peakinio, MPOU3BOIUMYIO OKCH-
J1a30¥, MOKHO CXEMATHYHO MPEACTABUTh B HUKECIEIYIOIICH
dopme:

SH,+ %20,—S+ H;0.

a. Ajlpobuvie oOecudpozenaszvt, wnn DAJl-3aBUCHMBIE
OKCHJIa3bl, OTHOCSTCS K MeTalTo-(hJIaBONPOTEHHAM, COJIEPKAT
OAJI/OAN-H2, DMH/®MH- H, Fe, Cu, Mo. Otu ¢epmeHTsI
HAXOJATCS B MEPOKCHCOMAaX M HApYy>KHOM MeMOpaHe MUTOXO/-
puii. OHU OTIICIUISIFOTIPOTOH OT CyOcTpaTa U MepealoT ero Ha
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MOJIEKYJISIpHBINA Kuciopoa Oz niM emie Kakoi-1ubo aHanorud-
HBII IIPOMEKYTOUYHBIN AKIENTOp, HAIIPUMEP HAa METUIICHOBYIO
cuHb. OJHUM M3 MPOAYKTOB PEAKIMM BCEr/A SBISAETCS Iepe-
KHCh BOZOPOJA.

Jlecuopocenasa L-amunoxuciom, Ha3bIBaeMasi TAK)K€ OKCH-
na30il L-aMUHOKHCIOT OCYLIECTBIISIET OKUCIUTENIBHOE J€3aMu-
HUPOBaHME aMMHOKHUCIIOT B Mo4kax. Kcanmun-oecuopozenasa,
Ha3bIBaeMasi TaK)Ke KCAHTHH-OKCHIA30i IMpeBpalaeT Merado-
JUTHl IYPUHOB B MOYEBYIO KHUCIOTY. Monoamunoxcuoasvi
(MAQO), oKuCHAIOT B KJIETKaX OpraHu3Ma TOPMOH aJIpEeHaIuH U
HEKOTOpble JApyrue OHOTeHHble aMUHbl. Juamunoxcuoasvl
({AO), OKMCIAIOT TUCTAMUH U APYTHUE JUAMHUHBI U TOJIUaAMUHbI
opranuzMa. OOpa3zymoomascs B 3THUX pPEaKIHUIX IEpPEeKHUCh
OKa3bIBaeT OakrepuuuaHoe jaercTBHEe. CXEMaTUYHO PEAKIIUIO
MO>KHO TPEICTABUTH B CIEAYIOLIEM BUIE:

SH>+ O;— S+ H20,

0. Anazpoonvie Oecudpozenazpl — 3TO MHOTOYMCIICHHAsS
rpynmna (epMeHTOB, KOTOpas BCErja NEepeHOCUT BOJIOPOJ OT
cyOcTpara Ha IMPOMEKYTOUHBIH MEPEHOCUYMK, M HUKOTJa - Ha
kuciopon. Takumu axuenrtopamu Bojaopona sBisitorcss DA/,
HAJI+, ®MH. Hekotopble reMOnpOTEUHbI, IIATOXPOMBI TaKKE
OTHOCATCS K ATOMy Kiaccy ¢epmentoB. HAJI+/HAJI-Ha,
HAI®+/HALDPH2, OAJI/PA/I-H2, DMH/OMH-H2 u nuro-
XpOMBI BBITIONHAIOT B 3TUX ()epMEHTaxX poiib KO(EepMEeHTOB.
OHM OTINEIUIAIOT MPOTOH OT MpeAblayliero cyocrpara Hu
IepeAarT ero Ha CIEAYIOLNN IIPOMEKYTOUHBIN NEPEHOCUHK,
HO HE Ha KuCIopoA. MHade roBopsi, OHM HE MCIIOJB3YIOT B
KayecTBe akienropa nporoHa kuciopon Oz. AHa’poOHBIE
JeTUIPOreHas3bl BBIMOJIHAIOT JBE IMIaBHbIE PyHKIMM: 1. mepeHoc
IpOTOHA C OJHOro cyOcTpaTa Ha JpPYyrol B CONPSHKEHHOU
OKHCIIMTEIbHO-BOCCTAHOBUTEIBHON peakUuu, U 2. TPAHCHOPT
AJIEKTPOHOB B JbIXaTenbHOM 1enu. [Ipumepsr ¢depmeHTOB
aHadpPOOHBIX AECTUAPOreHA3:
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- M30IUTpAT AeruiaporeHasa, coaepxut HAJI+/HAJI-H: B
KauecTBe KodaKkTopa,

- CYKIIMHAT JIETHAPOreHasa, COACPKHUT B KaueCTBE KO(PaKTO-
pa PAI/OA-Ha,

- IIUTOXPOMBI b, c1, ¢. CXeMaTHYHO KaTaJU3uPyeMyI0 aHa-
SpOOHON AETUJIPOTEHA30M PEAKIMI0 MOXKHO MPEJICTABUTH B
BHJIE:

SH>+R—S+RH;

1.4.2. OxcureHasbi

Okcuzenazol — 3T (PEPMEHTBI, KOTOPBIE BKIIIOYAs KHCIIO-
poIl B MOJIeKyiy cyOcTpara, paboTaloT B COCTaBe MYJIbTH(EP-
MEHTHOTO KoMIuiekca, coaepxarniero ®AJI/DAJI-Hz- 3aBucu-
MYIO JETUJIPOTEHa3y, jKelie30-cepHblit 6enok FeaSa, muToxpombl
P4so u/unu bs. DTOT KOMILJIEKC BCTPOCH B MEeMOpaHy 3HJI0ILIa3-
MaTHUYE€CKOTO PETUKYIyMa WM BHYTPCHHIOIO MEMOpaHy MHTO-
XOHAPHI.

1.4.2.1. MOHOOKCHUT€HA3bI

a) Monookcuzena3zvt — 370 (HEpMEHTHI, 00ECIICUNBAIOIINE
BKJIFOUEHHE OJJHOTO aToMa KUCJIOpoJa B MOJIEKYJy cyOcTparta.
Jlpyroii aToM KHCIOpOJla BOCCTaHaBJIMBAeTCi A0 BoAbl. B
KauecTBE BOCCTaHOBHTENEH ucnonb3yrores HAJID/HAIDH:,
HAJI'/HAJITHu ackopbar (Butamur C). OHHM Ha3bIBAIOTCA
TaK)X€ OKCUI€Ha3aMU CO CMEIIaHHOM (pyHKIMEH. Y4acTBYIOT B
IJJACTUYECKUX PEAKIUsAX, TAKUX KaK CHUHTE3 CTEPOUIHBIX
TOPMOHOB, 00€3BpEKUBAHNE KCEHOOMOTUKOB. DeHunanannH-4-
MOHOOKCHUT€Ha3a SBJISIETCS NPEACTABUTENEM 3TOW TPYIIIbI
(bepMeHTOB, OHa OKHUCIISET (DeHMIIATaHuH B THPO3MUH. [IponuH-
THJIPOKCHUIIAa3a, aKTHUBUpyeMash acKopOaToOM, THUIAPOKCUIHPYET
IPOJIUH B TUAPOKCU-TIPOJIMH B IPOKOJUIAT€HE, CIIOCOOCTBYSI



36 M.D.Amuposa

CO3PCBAHUIO KOJLJIArcHa. O003Ha4YMM BOCCTAHOBHUTED qcpe3 R,
" TOrJa p€akKnuO MOKHO MIPCACTABUTH B BUAC!

HAJI®H,

SH+O, H,0+S-OH

WIM €CJIM MPEJICTaBUTh B OoJiee obel popme, MoIydnum
bopmyay:
S-H + O,+R-H,—S-OH+ H20 +R,

rne R moxer Owbith mpencraBinen HAJIOH2, HAIH: wnum
BuTaMuHOM C. DTOT MPOIIECC HA3bIBAIOT MUKPOCOMAITBHBIM OKHC-
neHreM. MOHOOKCUTEHA3HbIE PEaKIK MPOTEKAOT Ha IIUTOILIA3-
MaTHYECKOM TTOBEPXHOCTH TJIAJIKOTO SHOTLIA3MATHISCKOTO PETH-
KyJlyMa U Ha BHYTPEHHEW MOBEPXHOCTU BHYTPEHHEH MeMOpaHbI
MUTOXOHJpUU. B COCITUHHUTENILHOH TKAaHW MOHOOKCHTCHA3BI
yYacTBYIOT B THAPOKCHIIMPOBAHWU TIPOJMHA B OKCHUIIPOJIMH B
MOJICKYJIe KoJuTareHa (MpOJIMH-THAPOKCHIIasbl). JJoHopoM mpo-
TOHOB U AJIEKTPOHOB sBJsieTcss BUTaMUH C. C OKCHITPOIMHOM
3peITblii KOJUIAareH MpruoOpeTaeT MEXaHMIECKYIO IIPOYHOCTD.

1.4.2.1.1. MukpocomajibHble MOHOOKCUT €HA3HbIE
CHCTEMBI

O1H pepMEHTHBIE KOMIUIEKCHI KATATM3UPYIOT HU3KOCTICTIH-
(buyHbIe peakui U GYHKIIMOHUPYIOT B KOMILJIEKCE C Pa3IHYHbI-
mu LI13, kak Hanmpumep 1enp A:

Hens A: HAA®H; - P4so penykraza — Llutoxpom Paso

JloHOpaMH TPOTOHOB M 3JIEKTPOHOB JUIsl 3TOH Ienu
apigercs HAJ[®-H2.CyOGcTpaTtamu 3T0il ey MOTYT SIBISTHCS
NPaKTUYECKH JI00bIe THIPO(GOOHBIE BEIIECTBA SK30I'€HHOTO
IIPOMCXOXKACHNUS, TAKHE KaK JIEKapCTBa, KCEHOOMOTUKH. DTa XKe
cucTeMa 00e3BPEKHUBACT U META0OIUTHI HIOTEHHOTO XapaKTe-
pa: CTEpOMBI, JKUPHBIE KACIOTHI U T.1. Peryisanns akTuBHOCTH
9TOW MUKPOCOMAJIBHOW CHCTEMBI OCYILECTBIIAECTCS MHAYKIUEH
CHHTe3a (EpPMEHTOB; OTKPHITO OoJiee 250 BelecTB-UHIYKTOPOB
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MHUKPOCOMAJIbHOI'O OKUCJICHUS: 6ap6I/ITypaTI>I, CIINPTHI, KETOHBI,
CTCPOHIbI, apOMATHYCCKUC YIIJICBOAOPOABI U T.O.

HA/[DH: - S—
pedykmasa I —— i
HABOHAHY, 7 BTSN pEEOKy TS v
OOPMA) -
mm OMH UMTOXPOM Pm 0 fo)
Fe™*

©NABONPOTEMH ENOK H,0 3
BUCEZAHON A uuToXpoMm P, o

(BOCCTAHOBNEHHAR
DOPMA) o, n
b

FnagKuii aHA0NNA3MaTUUYECKUIA PETUKYNYM

Puc.6. Cxema MuxpocomanbHo20 MOHOOKCULEHAZHO20
oxucnenus yenu A.

OTtaenbHO paccMOTPUM (DepMEHTHI IPUBEIEHHON CUCTEMBI:

o HAJA®H;-Pyso pedykma3za. 11UT0305IbHBII JOMEH 3TOTO
dbepmenTa comepxut 2 kopepmenta: DAJ[ u ®MH, ero ruapo-
¢boOHBII moMeH ukcupyeT pepMeHT B MeMOpane (cM. puc 6).
Kak sicno w3 nHasBanus ¢epmenta, HAJI®H2-P4so pemykrasza
nepeHocut aekTponbl ¢ HAJI®H2 na uuroxpom Paso, mpous-
BOJIsl BOCCTAHOBJICHHUE TIOCJIEIHETO.

0 Humoxpom Pyso — 5TO MHTErpAIBHBIA I'E€MOIPOTEUH,
KOTOPBIH COACPKHUT MPOCTETUYECKYIO Tpymiy — reM. OH uMeeT
YYaCTKH CBSI3bIBAHUS JJIS1 MOJIEKYJISIpHOTO Kuciopoaa Oxu cy0-
ctpara R. OtkpsiTo 150 reHoB, KOIUPYIONTUX pa3Hbie n30hop-
MBI IIUTOXpoMa Paso; kakmast m3 m3zodopm Paso mmeer MHO-
KECTBO CyOCTpaTOB M OTIMYaeTCid OT Jpyrux wuzodopm
P450 TOJIBKO OETKOBBIM KOMIIOHEHTOM.

[Mutoxpom Paso mepenaer 2 anexkTpona Ha 1 aToM MOJIEKYJIbI
KHCJIOPO/JIa, KOTOPHKIH npeBpaiaercs B O2- U mocje B3auMoIei-
CTBUS C 2 IPOTOHAMH IIPEeBpAIAeTCsl BMOJIEKYTy BoAbl. BTopoii
aTOM MOJIEKYJIbl KHCIIOpOJa BKIIOYaeTcs B cybctpar R-H,
obpasys R-OH.
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[TprMepoM MOHOOKCHUTEHA3 MOXKET CIIYKHUTh (peHIIIaTaHIH-
TUJIPOKCHIIa3a, OCYIIECTBISIONIas MPEBPALLEHUE HE3aMEHUMOMN
aMUHOKHCIIOTHI (DeHUTIAIaHUH B 3aMEHUMYIO — TUPO3UH (pHC.7).

ar. LY o W
fbemm NH;

GJEHHJ'IAJ!AHHH OKCH.Ia32 THPO3HH
H,-Buonrepun H,-Buontepun
(5.,6,7,8 - TerparnapobronTepuH) (7,8 = AuruapobUonTepuH)
JIHrnaponTepHIHH-,
peayKTasa
@

NADP™ NADPH+H"

Puc. 7. @enunananun-4-monooxcueenasa (penunananum-
2uOpoxcunasa). PeHunaranun-euOPOKCUIA3a GHeopsem 6 MoaeKyLy
Genunananuna 0OuH amom Kuciopood, npespawyas e2o 8 Mupo3uH.
Kogpepmenmom 6 amoti peakyuu caysxcum mempacuopoouonmepu.

Cy1mecTByeT Takxke 1enb b MEKpOoCOMaabHOTO OKUCICHUS
cyOCTpaToB:

Hens b: HAIH: — uutoxpom bs penykraza —p Ilutoxpom bs .
creaponJ — KoA - necarypasa

bonee noapo6HO niens b npencrasiena va puc. 8. JJoHopom
MIPOTOHOB U 3JEKTPOHOB JUIS ATON IIETIH, KaK BUIUM, SIBISETCS

HAJIH>.



Bce o buonocuueckom okucienuu: om «ay 00 «siy. 39

Liutozonb R-CH-CH-CO-SKoA  Oneun-KoA
H,0 H0
R-CHOH-CH,-CO-SKoA Creapun-KoA

HAOH, HAD™ 2H + 0> <«——O? o
N wCHZ-CHZ-CO-SKoA
[0)) € 23 | €
(e () e

SR

FAaAKuK
3HAOMNAA3ZMATUYECKUI
PETUKYAYM

— __J

HA/A-Hz- pedykmasa Lumoxpom bs Aecamypasa
Puc.8. Cxema muxpocomanvrou yenu b.

o HA/[H>-uumoxpom bs pedykmaza — 3T0 IBYXJIOMEH-
HBII O€JIOK, IIMTO30JIBHBIA TOMEH KOToporo coaepxut ®AJl, a
ruapodoOHBIE TOMEH (¢uKcupyer (EepMeHT B MeMOpaHe.
HAJlH2-bs penykraza mepeHocuT snektponbl ¢ HAJIH2 nHa
IUTOXPOMDbs.

O Iumoxpom bs — ero LMTO30JbHBIA JJOMEH COJEPKUT
reM, a ruipooOHbIi ToMeH GUKCHpyeT GepMEHT B MeMOpaHe.
[MuToxpomMbsmoxkeT nepeaBaTh CBOM JIEKTPOHBI HA Pa3IMYHbIE
depmenTsl: 1UTOXpOM Paso, creapoun-KoA-necatypasy u T1.1.
[Ipu 3TOM OH KaXKIbli pa3 0OpazyeT pa3IuyuHbIe LIEMU IepeHoca
3JIEKTPOHOB, YTO MTO3BOJISIET EMY Y4aCTBOBATH B JIecaTypalluu U
ANIOHTALIMM  KUPHBIX  KHUCIIOT, CHHTE3€  XOJIECTepHHa,
TJIa3MUHOTEHOB U LIEpaMHuIa.

o Cmeapoun-KoA-oecamypaza -3T0 MHTETPATbHBIN (ep-
MEHT, KOTOPBIIl COAEPKUT HETEMUHOBOE ke1e30. OH KaTanusu-
pyeT oOpa3zoBanue 1 1BOWHOM CBA3M Mexay 9-M u 10-m aToma-
MU yriaeponaa >kupHbIX KucnoT. Creapoun-KoA-pmecatypasa
MIEPEHOCUT BJIEKTPOHBI € IUTOXpomabsHa 1 aToM MOJEKYJbI
KHCJIOPO/Aa, KOTOPBIM NpU y4acTHM NMPOTOHOB 00pa3yeT BOXY.
BTopoii aToMm KHCIIOpoa BKIKOYAETCS B CTEAPUHOBYIO KUCIOTY
c oOpa3oBaHHEM €€ OKCH-aluia, KOTOPBI BIOCIEICTBUU
JNETUPUPYETCS 0 OJIEMHOBOW KUCIIOTHI.
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1.4.2.1.2. MuToXxoHApHAIbHbIE
MOHOOKCHI€Ha3HbIe CHCTEMbI

H;O
1 ROH

HAJIH; HAJL 2H + O <——0" O,
\ : .f RH

¢

Marpukc

Fe '

BuyTpennss memOpana

HAJI-H:>-pedykmasa Adpenoodoxcun Lumoxpom Pyso
HA/{®-H:-pedyxmasza

Puc. 9. MLH’)”[OXOHaleCUlea}Z MOHOOKCUCEHA3HAA cucmema

MuToxoHapHaIbHBIE MOHOOKCHUTE€HA3HBIE 11enH (puc. 9) jo-
KaJM30BaHbl Ha BHYTPEHHEH IIOBEPXHOCTH BHYTpPEHHEMH
MeMOpaHbl MUTOXOHJPUNA. DTa rpyIna OKCUIeHa3 KaTalu3upy-
eT BbICOKOcTenupuuHble peakuuu. KoMmoHeHTaMu 3THX OHO
OKCUTEeHa3HbIX cucteM MoryT ObiTh HAJIH2-3aBucumbie OA /-
coJiepkale peaykrasbl, FexS:-0einku — B aJpeHOJOKCHUHE,
UTOXPOMBI P450,bs, aI0HTa3bI U T.11.

@OyHkumy MUTOXOHIPUATIBHBIX MOHOOKCUTE€HA3HBIX CUCTEM:

O B [I€YEHHU — YYACTBYIOT B CHHTE3€ JKEIUHBIX KHUCIOT U3
XOJIECTEPUHA;

O B MOYKAaX — y4YacTBYHOT B CHHTe3e 1,25-muruapoxcu-
Xosekanbiudepona, akTUBHONH ¢opmbl BuUTamuHa I3 u3 25-
THAPOKCH-XOJICKATBIM(Epoa;

O B KOpE€ HAaJIIOYEYHUKOB U COOTBETCTBYIOIIMX OpraHax -
Y4acTBYIOT B CHHTE3€ CTEPOUIHBIX TOPMOHOB M3 XOJIECTEPHUHA ,
IPU 3TOM MPOUCXOAMUT ruapokcuiarposanue mo Cau Cou B
nosoxeHusx 11B- u 18 ormensiercs 6okoBast 1eIb.
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1.4.2.2. InokcUreHasbl

Jluokcuzenazpl, 00eCTIeUNBAIOIINE BKIIOYEHUE MOJIEKYJIbI
KHCIIOpO/la B MOJIEKYJIy CyOcCTpara, OKHCISAIOT LUKINYECKUE
COEIMHEHMS KaK MPaBUIIO, C pa3pbIBOM LKKJA. Eciu nuknnyec-
KO€ COEJMHEHHE IPEJCTaBUTh B BUJIE S, TO CXEMaTHUYHO peak-
[IMIO0 MOKHO MPEACTaBUTh B BUJIE:

S+ 0, — S-0;

TakuM MmyTeM OKHCISIOTCA LUKINYECKUE TPYAHOOKHUCIIsIe-
MbI€ CTPYKTYpbl. [/IMOKCUI€Ha3HblE peaklUuu NPOTEKAIT Ha
LUTOIJIA3MAaTUYECKOW MOBEPXHOCTU TIAAKOTO SHIOIIa3MaTH-
gyeckoro perukyinyma. K pepmenram 3toii rpynmst otHocutcs L-
TpuntodaH-guoKcureHasa neuenu (puc. 10), koTopas cozep-
KHUT T'eM U yJaCTBYeT B KaTabonu3me Tpuntodana: TpunrodaH-
OKCHUT'€Ha3a MpeBpaiaeT TpunTodan B GeHUIKUHYPEHUH.

CH, —CH—COO

NH
Tpuntrodan

0, TpuNTOhAH-

2.3-1moKcHrenasa

§ e
C—CH; —CH—COO"
H

NH C/
e
N-DOopMHAKHHYPEHHH

Puc.10. Tpunmoghan-2, 3-ouoxcueenasa neuemi.
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I'omorenTuzar-guokcurenasa (puc. 11), kak ciemyronui
MPEJCTaBUTENb TUOKCUTCHA3, SIBISETCS (PEPMEHTOM, MpeBpa-
IIAIOIIMM TOMOTE@HTU3UHOBYIO KUCIIOTY BHEAPEHUEM KHUCIOPO-
Ja B Majewi-aleToanerar, a 3aTeM (ymapui-aneroarnerar.
IoMOreHTH3aT- IMOKCUTIeHa3a TledeHn colepkut Fe?™ u yuact-
BYyeT B KaTabOJIM3Me THPO3HHA.

OH TomoreHTM3aT-gMoKcureHasa OH

dymapar
\ \{ /
Tup —>| + 0, _— | b Aunero-anerar
Z
)Is Nc— coon  HooC o Ne—
OH H

2 H2

I'omorenTn3nHOBast KMCIOTA dymMapuiI-anero-aleTar

Puc.11. 'omocenmuzam-ouoxkcuzenasa nedenu

1.4.3. Ilepokcunaspl. CB0OOTHBIE
pPaauKagbl KHCJI0POaa

B cBsi3u cO CIIOCOOHOCTBIO KHCIIOPO/A JIETKO BCTYIAaTh B
pcakuun € MPaKTUUICCKH JIFOOBIMU IpUPOAHBIMU COCAUHCHHA-
MU, MOTEHIIMAJILHO OH SIBJIICTCS] OMIACHBIM JIJISI KIIETKUOKHCITH-
teneMm. Monekynsapabiid O2sBisiercs: Ou-pagukainoM (' 0::07), Ho
HECMOTPSI Ha TO OH CTa0WJIEH, TaK KaK 2 HECMapEHHBIX JJICK-
TPOHA BHEIIHEN Op6I/ITI)I HUMCIOT MapaluICJIIbHBIC CIIMHBI, 1 TAKUM
00pa3oM MOJAABJISIOT PATUKAIBHYK) aKTUBHOCTH JPYT Jpyra.
Kucnopon B coctaBe mosnekyinsl H,O crabusieH, moTomy 4To ero
BHEIIIHSS DJIEKTPOHHAsE OpOMTA TOJHOCTBIO YKOMIUIEKTOBaHA
anektponamu (H:O:H). Onnako xumMuyeckue COEAUHEHUs, B
COCTaBe KOTOPBIX KHCIOPOJ UMEET MPOMEKYTOUHYIO CTEIICHb
OKHCJICHUS, UMCIOT BBICOKYIO PEAKIIMOHHYIO CIIOCOOHOCTH H
Ha3bIBAIOTCAAKTUBHBIMU (OpMaMH  KHCIOPOJa, K KOTOPHIM
OTHOCATCSI CBOOOIHBIC paIuKalbl KHCIOpOJAa U TIEPEKUCH.
W3BecTHO, 4TO CBOOOIHBIN PauKai- 3TO CBOOOIHBIN aTOM WIIH
YaCTHUIIA C HEeCHAPEHHbIM JIeKMPOHOM.
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1.4.3.1. O0pa3oBaHue aKTUBHBIX ()OPM KHCJIOpPOIA

AKTUBHBIE (POPMBI KHCIIOPOJIa BO MHOTHX KIETKax oOpa-
3yIOTCSl )EPMEHTATUBHBIX M HE()EPMEHTATUBHBIX PEAKIIUIX;

0:0 ——— 0:0 — -0:=:0
Kncaopoa Cyneporcil AHNOH Hepoxena

02 — 'O:E — -02.2

H:O:0H —— -OH — :O'H

[leperich BoIopo1a INaporenapisi ToapokcsibHbBE HoH
[EE TN

HOp —— OH — OH

Puc. 12. AkmusHvle ghopmul Kuciopooa

D70 ABISETCS PE3yIBTATOM IIOCIEI0BATEILHOTO IPUCOEIU-
HEHUSl SJIEKTPOHA K KHUCJIOPOIYy, Kak 3TO MPEACTaBICHO Ha
puc.12. IIpomecc BRINISIANT clieaytonuM oopa3zom. Morekyna
KHCJIOPO/a MIPUCOEIUHSIET OUH JIEKTPOH U TpaHCHOpMUpyeT-
csl B cynepokcuiHblil aHuoH: O+ le™— O2 (cynepoKcHIHBIN
aHuoH - pagukain [O::0:). 3aTeM CynepoKCUIHBIN aHUOH MPUCO-
eIUHSET CIEeMYIOINI SJIEKTPOH M MPEBPAIIaeTCs] B MIEPOKCH/I-
Helii amon: Oz+le— O*2 (mepoxcumubiii anmon: O::0:).
[TepokcuaHbIi aHUMOH, CBSI3aBIIMCHh B CBOKO OYEPENbH C MPOTO-
HOM, oOpasyeT mepekuch Bomopoma: O> 2+ 2H'— H20::
H:0O::0:H. Ilepekuck Bomopoa, MpUCOEIUHUB DJIEKTPOH, MO-
&KeT 0o0pa3oBaTh BOAY:

H202+ 1e— HO + OH (ruapoxcunbublii pagukan OH™).

['uapokcunpHBIM  paaukan OBICTPO MPOTOHHPYETCS C
o0pa3oBaHUEM BOJIBL:
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OH + le>— H20 (H:O:H).
H202+ 1e— HO + OH (ruapoxcunbubiil von OH™).
['maApOKCHITBHBII HOH TaKKe COCOOeH 00pa3oBaTh BOMY:

OH + H'— H20

1.4.3.1.1. ®epMeHTATHUBHbIE peaKIIMU 00PA30BAHUS
aKTHBHBIX (popM KucJI0poaa

DJIEKTPOHBI, HIIyIIHME Ha 00pa30BaHUEAKTUBHBIX (POPM KUCITO-
poZa MOTYT OBITh YTEYKOH JIBIXaTEIIbHOW TETH: B OOJBIIIMHCTBE
KJIETOK OCHOBHBIM ITyTE€M 00pa30BaHMsI B aKTUBHBIX ()OPM KHCIIO-
poJia sIBIIsieTCS IMEHHO yTeuka aiekTpoHoB u3 L1192 Ha kuciopos.
[Tpoucxonut 310 Ha ciaemyromux dranax [{I13:

1. Oaun 3 MOOMIIBHBIX KOMIIOHCHTOB LIEH OKUCIUTEIb-
Horo ochopunmpoBanus youxunon Q, npuHuMasi 1 37IeKTpoH
OT BOCCTAaHOBWTEIS, MPEBpaNIacTCss B CBOOOJHBIA paJHKal
cemuxuHOoH HQ', KOTOpBIN NIpH PEOKCUTEHAIIUN HUIIIEMHUYECKUX
TKaHE! MOKET BXOJUTh BO B3aUMOJICHCTBUE C KHCJIOPOJIOM,
o0pa3syst CynepoOKCUIHBIA AHUOH-PAOUKAL:

HQ: +0: —» Q+ 02+ H'

2. B MOHOOKCHUT€Ha3HbIX PEaKIHIX JEKTPOH C HUTOXPOMa
P4s0 mepexoauT Ha KUCIOPOJ ¢ 0OPa30BAHUEM CYHEPOKCUOHO20
AHUOH-PAZIVIKANA, KOTOPBIA HHOTJA MOXKET TEPSIThCS C AKTUBHO-
ro LIEHTpa.

3. A»npoOHbIe gernaporeHassl, B yacTHocTu DA J1-3aBucHu-
MBIE OKCHJIa3bl IEPEHOCAT SJIEKTPOHBI M IpoToHBI H'e cyberpa-
Ta Ha KUCJIOPOJ ¢ 00pa3oBaHUEM nepexucu 6odopooa. llpume-
paMU TaKUX OKCUJIA3 SIBJISIOTCSI OKCUIA3bl aMUHOKHCIIOT, CyTIEp-
OKCHJI AMCMYTa3a, OKCHa3bl, JIOKAJIU30BAHHBIE B IEPOKCH-
comax.
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1.4.3.1.2. HedepmeHTATHBHBIEC peaKIMU 00Pa30BaHUA
aKTHBHBIX (popM KHCIOpOAa

HcTouynnkaMu 3JIEKTPOHOB, HEOOXOIUMEBIX JJIsI 00pa3oBa-
HUS aKTUBHBIX (DOPM KHCIOPO/Ia, MOTYT TaK)Ke OBITh:

1. MeTaisl nepeMeHHOM BaJieHTHOCTH. Hanmmuane B kneTkax
Fe’'unm MOHOB APYruX IepexoAHbIX METAIIOB KAaTauu3HpyeT
peaknuu 00pa3oBaHUs aKTUBHBIX (hopM Kuciaopoaa. Hampumep,
B OPUTPOLIUTAX OKHUCIICHHE Kele3a TeMOTrI00uHa ClIOcCOOCTBYET
00pa30BaHMIO CYIIEPOKCHIHOTO AaHUOH-PAINKAIIA.

Hb (Fe**) +O,—MetHb (Fe’*) + O3,
(CynepoKCUIHbIA aHHOH).

[Tepekuch BOAOpOJa C MOHAMH JBYXBAJCHTHOTO JKele3a
00pasyeT ruIPOKCUIIBHBIA paIuKa:

H,0; + Fe?* »Fe3* + HO™ + HO-

Ota peakuus Ha3pIBaeTcs peakuuend Pentona [19, 20]. U3
(Gopmynsl BugHO, uTo Fe?" sBnsercsa npo-oKCUIaHTOM U CTHMY-
JUPYET peakiuu o0pa30BaHUsS aKTUBHOTO KHCJIOPOJA, CTHUMY-
TUpYysl TaKUM 00pazoM pazpylieHue kieTok. OgHako B HOpME
9Ta peakiysi CTUMYJIUPYET BOCHATUTEIBHBIN MPOIECC, HATIPaB-
JICHHBIN Ha yJaJeHHe CTapbIX U OOJIbHBIX KJIETOK. ['ajoreHsl B
COCTaBE TUIMOXJIOPUTA TAK)KE YYACTBYIOT B 00pa30BaHUU aKTHUB-
HBIX ()OPM KHCIIOPOJA, ¥ 3TH PEAKIIUU HAMIPABJICHBI B OCHOBHOM
Ha MOBPEKJICHUE KIIETOYHOW CTEHKH OO0JIC3HETBOPHBIX OakTe-
puii:

HOCI + Fe** — Fe** + CI' + HO-

2. Pagukanbl TaKKEMOTYT OBITh HCTOYHUKAMU AJIEKTPOHOB,
HEOOXOUMBIX JUIsi 00Opa30BaHMs aKTUBHBIX (POpPM KHCIOpOJA.
OOMeHMBasICh JIIEKTPOHOM, AaKTUBHBIE (OPMBI KHUCIOpOAA
JIETKO MEPEXOAIT U3 OJTHON (hOPMBI B IPYTYIO:

02+ H202— O+ HO + OH-

AKTUBHBIE (OPMBI KHCIOPOAA MOTYT TaKXe 00pa30BBIBATH-
Csl B OpraHu3Me IOJ| BIMSHUEM TOMOJIMTHYECKOTO pa3pbiBa
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CBSI3CH OT JICWCTBHS HOHU3UPYIOIIET0 n3yueHus. oHu3upyro-
ee M3ITyYeHUe BBI3BIBACT HAPUMED, PAIUOIIN3 BOABI ¢ 00pa-
3oBanueM Hz, H2O2 u cBoGoaubIX paaukanoB H', HO', O'. Oror
MPOIIECC B OCHOBHOM IPOWCXOJUT HA TIOBEPXHOCTH TeJa - B
KOXe€, U Ha3bIBaeTCs OH (POTOCTApECHUEM.

1.4.3.2. ®usnosornyeckne QyHKIUN
aKTHBHBIX (popM KHucJI0pOAa

OO6nanast BHICOKOH aKTUBHOCTBIO, KHUCIOPOJHBIE PaHKAIIbI
B peaklUsAX CBOOOAHO-PAaTUKAIHLHOTO OKHCICHUS pa3pylIatoT
OpraHUYeCKHE MOJIEKYJIBI. boJblllas 4acTh ATUX peaKklUuil mpo-
TEKAEeT C MOJIMHEHACKHIIEHHBIMU YKUPHBIMHA KUCIIOTAMUIUITHIOB
MeMOpaH, M Ha3bIBaCTCs NEPEKUCHBIM OKHUCICHHUEM JIUIHIIOB.
Peakunu nepekrcHOro OKHCIEHUS TUMUA0B SBJISIOTCS LIETTHBI-
MHU. XUMUYECKH HauOosee aKTUBHBIM COEIUHEHHEM SIBIISIETCS
THJIPOKCHIIBHBIN pauKai, MOCKOJIbKY OH SIBISIETCS CHJIbHEH-
UM okuciutesneM. OH UMeeT OUeHb KOPOTKOE BpeMs KU3HHU: |
MUJUIMAPIHAS OISl CEKYH/IbI, HO 32 3TO BPEMSI B MECTE CBOETO
0o0pa3oBaHMsl OH MIHOBEHHO BCTYNAaeT B LEHHBIE OKHCIH-
TeJIbHBIC PEAKIIHH.

CynepokcuaHblii aHMOH-paJuKal U IEPEKUCh BOJOPOJA
ABIAIOTCS Ooyiee CTAaOMJIBHBIMHM BEIIECTBAMH, OHHU MOTYT
MPOHUKATh Yepe3 MeMOpaHbl KJIETOK U JupPyHIUpOBaTH OT
MecTa cBoero oOpazoBaHus. OJHAKO MEPEKUCh BOJOPOAA JaeT
Hayvajo Mpoieccy o0pa3oBaHMs THIPOKCHIBHOTO paauKaia Mo
CIIeyIOIIeH peaKIiu:

Fe*™+ H,0,— Fe3*+ HO + OH-
I/ICHOJIIBOBaHHe AKTHUBHBIX (l)OpM KHCHOpO}la B OpFaHI/BMe

1. UmmyHHas cucrema. AKTHBHBIE (DOPMBI KHCIOPOJa
UCTIONB3YIOTCS (ParouuTapHBIMU KJIETKAMU: TKAHEBBIMU MaKpO-
(daramu, MOHOIIUTAMH U TPAHYJOLMTaMU KPOBH JUIsSl pa3pylie-
HUs OaKTepuil, BUPYCOB M OHKO-KJIETOK.
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o ®aronursl B peakusax ¢ yyactuem HAJID-Hz-okcuna-
3Bl BBIJICIISIIOT CYTIEPOKCHU/IHBIN aHUOH:

HAJ®-H; + 20; — HAJI®" + 205+ 2H*

o Ilox neiicTBHEM CYyNEPOKCHUII-AMCMYTA3bl CyNEPOKCHI-
HBII paJivKaJl IpeBpallaeTcs B IEPEKUCh BOJOPOA:

2052+ 2H" — H,0,+ 02

o Ilox netictBuem muenonepokcuaassl H202 npespaiia-
€TCsl B TUIIOXJIOPUT — COEIMHEHHUE, pa3pyllaiollee CTeHKH Oak-
TEPUAIBHBIX KJIETOK:

H,0; + CI" - H,0 + ClO (runoxiopur)

B kinetkax npu aeduuurte cynepokcua-aucMyTasbl, Gpeppu-
THHA, a B [1a3Me — LepyJIoNIa3MIHa U TpaHC(hEeppHHA aKTUBU-
pYIOTCsl anbTepHaTUBHBIE peakiuu [19, 20]:

Fe3* + Oy —»Fer™ + O,

e Fer+ H,0; — Fe’*+ HO + OH"
e Fer+ ClO + H" — Fe¥" + CI' + HO

2. HNoanepxkanue romeoctaza. OxHa u3 QyHKIMI aKTUBHBIX
(bopM KucI0poia — 3To NOAJEPKAHUE HOPMAJIBHOTO TOMEOCTa3a
opranusma. DWKa3aHOH/Ibl, MEIUATOPbI BOCIIAJICHUS 3aITyCKAIOT
MpOoIIeCcC BOCMAICHUS, CMBICII KOTOPOTO 3aKITF0YaeTCs B YHUUTO-
JKCHUHU TTOBPEXKICHHBIX KJIETOK U NPEIOTBPALICHUN 3apaskeHUs
310pOBBIX [21].

3. BHyTpUKIJIETOYHOE MUIIeBapeHre. AKTHUBHBIE (OPMBI
KHCJI0poAa, 00pasyrolyecs B IEPOKCHCOMAX, CIIyKaT IPoLieccy
paciiernyieHust ¥ yJaJIeHUs] OTCTapeBIIEro KIETOYHOI'O MaTepu-
ana. Koraa nepokcrucomsl cuBaroTcs ¢ parocomamMu, akTUBHBIE
(bopMbI KHCTIOpOa 00eCIeUnBalOT BHYTPUKIETOUHOE MHIIEBa-
peHne dTUX KOMIIOHEHTOB [22, 23].
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1.4.3.3. IloBpe:kaaromiee AeidcTBHE AKTUBHBIX
¢hopm kucs0poaa B oprannsme

['uapOKCUNTBHBIN  paJiKal XUMHUYECKH HCKIIOYUTEIHHO
aKTUBEH W BBI3BIBACT TMOBPEXKICHUE OEIKOB, HYKJICHHOBBIX
KHUCJIOT ¥ TUITUI0B Onosiornueckux memopas [19, 20, 21, 23]. B
Oenmkax MoJ AEWCTBHEM AITOTO pajauKalia MPOUCXOAUT Hedep-
MEHTAaTUBHOE OKUCIIEHNE aMUHOKUCIOTHBIX OCTaTKOB TUCTH/IH-
Ha, IucTenHa, Tpunrodana [24, 25]. Takum 00pa3oM aKTUBHBIE
(bopMBI KUCIIOPO1a HHAKTUBUPYIOT MHOTHE (pepMeHTHI [22, 24].
OcoOeHHo TsKenblie mocneAcTB nMetoT nospexaenue JJHK u
mununoB. Paaukansr HO BeizbiBatoT paspeiB Hutei JIHK, u
MOTYT 00JaaThB 3aBUCUMOCTH OT CHUTYalldd MYTareHHBIM,
KAHIIEPOTC€HHBIM WJIM IIMTOCTATUYECKUM JeicTBueM [23, 24,
25]. Pagukanel rMapOKCUIa MHULMHUPYIOT LEMHYI0 PEaKIHIo
nepekrcHoro okuciaeHus aunuaoB (I10J1), oTuero HapymaroTcs
(bU3UKO-XMMHYECKHE CBOWCTBA MEMOpaH: MX MPOHHUIIAEMOCTD,
peuentopHas (GyHKOHS W paboTra MeMOpaHHBIX OenkoB 24
IloBpexnenne memOpaHHOTO 6aphepa MPUBOAUT K HAPYIICHHUIO
peryiisiliud BHYTPUKIIETOYHBIX TPOILIECCOB M TSHKEIBIM pac-
CTpoiicTBaM KIETOYHBIX (yHKIMA. CBOOOIHO-paTUKaIbHBIC
peakuy 4acTo BbI3BIBAIOT T'MOEb KIETOK U B IIEJIOM YCKOPSIFOT
MpOIECC CTapeHus opranusma [22, 23, 24, 25] .

1.4.4. AHTHOKCHIAHTHAasI CUCTEMAa OpraHu3Ma

B HOpManpHBIX yCIOBUSX MPoOIIECC CBOOOTHO-paIUKAIBbHO-
IO OKUCIJIEHUS] HAaXOJAUTCS MOJ CTPOTUM KOHTpoJIeM (hepMeHTa-
THUBHBIX U HE)EPMEHTATUBHBIX CUCTEM KJIETKH, OTYETO B HOpME
CKOPOCTb 3THX IPOLIECCOB HEBEIMKA. XUMHUYECKHE COEIUHE-
HUS, BIMAIONIME Ha CKOPOCTh CBOOOIHO-PaAUKAIIBHOTO OKHCIIe-
HUS, IETIST HAPO-OKCUIAHTHI M aHTHU-OKCHIAHTHI.

[TpOOKCHAAHTBI yCHJIMBAIOT MPOLECCHl CBOOOIHO-pau-
KanpHOro okucieHus. K npo-okcugantam otHocstes: 1) Beico-
KM€ KOHIEHTpAlMU KHUCIIOpOJAa, YTO HaOII0AaeTcs HampuMmep,
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IpU JUIUTENbHON TunepOapuueckoi OKCHIeHAIMH OOJBHOTO
[26, 27, 28], 2) (pepMEHTHBIE CUCTEMBI, TCHEPUPYIOIIUE CYTIe-
POKCHIHbIE PaJIUKaJIbl, TAKHE KaK KCAHTUHOKCUAA3a, (hepMEHTHI
TUIa3MaTHIeCKOi MeMOpaHbl (haroMToB U Jp., 3) HOHBI ABYXBa-
JIGHTHOTO xene3a [19, 20].

AHTHOKCUIAHTBI TOPMO3ST PEAKIUH CBOOOTHO-PaIHKAIIb-
HOTO OKHCIIEHUS; 3TH COEIMHEHUS COCTaBIAIOT (epMeHTa-
TUBHYIO U HE(DEPMEHTATUBHYIO aHTHUOKCHIAHTHBIE CUCTEMBI.

1.4.4.1. ®epMeHTATHBHAS AHTHOKCHJIAHTHASI CHCTEMa

K ¢epmenTam, 3amumarommM KISTKU OT JICHCTBHS aKTHB-
HBIX (POPM KHCIIOPO/Ia, OTHOCST cynepokcud-oucmymasy (COZ),
Kamanazy ueiymamuoHn-nepoxkcuoasy. Hanbonee akTUBHBI 3TH
(dbepMEeHTH B TEYCHM, MMOYKAX M HAIMOYCYHHKAX, OCOOCHHO
00raThIX MUTOXOHPHUSMH, TUTOXPOMOM P4s0u Iepokcrucomamu
[29, 30, 31].

Depmenm cynepokcuooucmymasa mpeBpaniacT Cyrnepok-
CHUJIHBIC aHHOHBI B TIEPEKUCH BOJIOPO/IA:

2052+ 2H" — H,0,+ 02

V uenoseka cymectByeT Tpu tuna COJl: COM1, CO/2 u
CO/l3. CO1 —aTo qumep, HU3KOMOJIEKYIISIPHBINA OEJIOK C MOJIe-
KyJsipHOl Maccoit 32,5 kJla, oOHapyXeHHBIH B IIUTOILIa3ME.
CO/12 — 3T0 MUTOXOHIpHATIbHBIM TOMOTETPAMEP C MOJIEKYJISIp-
HOM Maccoit okono 86-88 k/la). CO/l3 - D10 camblii KpYyMHBIi
romoterpamep COJl ¢ monekymspHoit maccoit 135 k/I. Iluto-
30JIbHAs M BHEKJIETOYHAs CYNEPOKCHIIUCMYTa3bl COAEPIkKAT
nonsl Cu?" uZn*", Torma Kak MUTOXOHIPHATLHAS - HOHB Mn?™,
I'enbr »THX (hopMm HaxomaTcs B xpomocoMmax 21, 6 u 4 moxg
Homepamu 21q22.1, 6q25.3 u 4pl15.3-pl5.1. HUzodepmeHThI
SIBIIIOTCS KaK OBl IEPBOM JTMHHUEH 3aIUThI, TOTOMY UTO CyIep-
OKCHJIHBII aHHOH — 3TO OOBIYHO MEPBBIN 00Pa3yIOMIUNCT KOM-
MOHEHT aKTUBHBIX (opM kuciopona. [31, 32, 33, 34]. Cynep-
OKCHUIAMCMYTa3a — 3TO UHAyIHpyembIii pepmert [33, 34], T.e.
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CHUHTE3 €r0 YBEJIMYHMBACTCS MPU aKTUBAIIMU B KIETKaX CBOOO-
HO-paJIMKAJIIbHOTO OKUCJICHUSI.

T'uopoxcu-nepoxcuoazvl pa3pyuiaoT MePeKUch BOAOPOJA U
OpraHnyeckue nepekucu. @epmMeHTamMmu, OTHOCSIUMHUCS K 3TOU
rpyIIe, sBISIOTCA NEpOKCHaa3a M Katainasza. llepokcupaassl,
coJiepaT B KayeCTBE MPOCTETUYECKON TPYyMIbl MPOTOTeM U
BOCCTaHAaBJIMBAIOT MEPEKUCHh 10 BOJbI. Peakius BoccTaHOBIIE-
HUS MIEPEKUCH BOJIOPOJIA 10 BOABI TPOTEKAET C YHACTUEM XHHO-
HOB, ackop6ara wiu uroxpoma C.

Kamanaza Geper cBoe Ha3BaHUE OT IPEUYECKOTO KATAAV® -
paspymarb, JomaTh [1]. DT0 TeMHHOBBIH (DEepMEHT, KOTOPHIH
KaTaJu3upyeT peaklMio pa3pyleHus nepekucu Bogoposaa. [lpu
3TOM 00pa3yeTcst BoJa U MOJIEKYJISIPHBIN KUCIOPOJ:

2H,0; — 2H,0+ O,

SIBnsronasicsi reMOIPOTEMHOM KaTajla3a MCIIOJIb3YEeT OJHY
MoJIeKyIy nepexkucH Bonopoaa H2Oz2 kak 10HOp 3JIEKTPOHOB €,
a BTopyto Mojekyiay H20z - kak akienrop €, Tak 4To B pe3yJib-
TaTe peakuuu oOpasyercs BoJa U MojieKyna kKuciopoaa. Kara-
J1a36l MHOT'O B 3pUTPOLIUTaX KPOBU, KOCTHOM MO3T€, CIIM3UCTBIX
000J04Kax, eYeHu U ovykax. Karanaza HaXoauTCsi B OCHOBHOM
B IIEPOKCHUCOMAX, Iie oOpasyercs HamOobliee KOJIUYECTBO
MEPEeKHUCH BOJOPOJA, B JCHKOIIUTAX OHA 3AIUIIAET KIETKH OT
MOCTIEICTBUM «PECIMPATOPHOTO B3PhIBa», & B SPUTPOLIUTAX OHA
3alUIAeT TeM TeMOTIIO0MHA OT OKHCIICHHUSI.

I'nymamuon-nepocuodasa coaep uT CEJIEH U TIIyTaTHOH, -
[Ty TaMHIJI-IIUCTEUHUII-TJIMIMH (TTTyTaTHOH) B Ka4eCcTBE MPOCTe-
TUYECKOH IPYTITbI, BOCCTAHABIMBACT MIEPEKUCH 0 BOIBI 33 CUET
OKHCJIEHUs TTyTaTHoHA. [ myTaTnoH-nepokcuaasa odecrnevynBa-
€T pa3pylIeHHe TMEepeKHCH BOAOPOAA M THUAPOIEPOKCUIIOB
JUNHUI0B MIPU OJTHOBPEMEHHOM OKHUCJICHUU TIIyTaTHOHA (TIyTa-
THOH BBICTYIIAET B 3TUX PEAKIHUAX B POJIH JOHOPA AJIEKTPOHOB U
MIPOTOHOB, T.€. BOCCTaHOBUTENs). Eciin BOCCTaHOBIECHHBIN TITy-
TaTHOH NpeacTaBuTh B Buae RH2, To cxemartnuno peaxius pas-
PYULICHHUS IEPEKUCH OYIET BBITIISICTH CISAYIOIINM 00pa3oMm:
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H>0,+R-H: (BoccTtanoBeHHbIH riayTaTuod)— 2H>0 +R
(OKHUCJIEHHBII TJIyTATHOH),

WY, TPEJCTaBUB BOCCTAHOBJICHHBIM TJIYTAaTHOH B BHJIE
GSH, a okucnennsiii — B popme G-S-S-G, monyunm ypaBHEHHUE:

H>0,+ 2 GSH — 2 H,0 + G-S-S-G.

I'nymamuon-pedykmasza BOCCTAaHABIMBAECT OKHCICHHBIN
riytatuoH ¢ ydactueM HA JI®-Hz, uro obecrieunBaet nanpHek-
Iee y4JacTue IiIyTaTUOHA B IIIyTaTHOH-TIEPOKCHIA3HOW peak-
uuy. Peakiuroo BOCCTAaHOBIJIEHHMS OKHCIEHHOIO TJIyTaTHOHA
MOYKHO MIPEJCTaBUTh B BUJIE:

I'nymamuon-pedykmasa

Gs-SG+HAJI®-H, —— 2GSH+HAI®'

HenocraTtok riyTaToHa B KJIETKaX, HAPUMEP SPUTPOLIH-
Tax, MOXeT ObITb OOYCJIOBJIEH IEWCTBUEM TOKCHUYECKHX Be-
IIECTB, HAIIPUMEP MOHAMH TSDKEIIBIX METAJJIOB WJIM HacJIeJICT-
BEHHBIM HEJOCTAaTKOM TJIyTaTHOH-PEAYKTa3bl. DTO MPUBOJIUT K
AKTUBAIMU MMEPEKUCHOTO OKUCIICHUS, YTO B YACTHOCTHU HAOIIIO-
JIA€TCsl IPU HEKOTOPBIX BUAAX T€MOJIUTHYECKUX aHeMui [35].

Dochonunaza B MmeMOpaHe MOBPEKICHHBIX KJIETOK OTIIETI-
JISIeT OKHMCJICHHBIE )KUPHBIE KUCIOTHI OT (ochOIUIUAOB, TOIBEP-
TIUXCS TIEPEKUCHOMY OKHCJICHUIO M COJIEpXKAllluX THUAPOIIEpe-
kucHyto rpymny (-LOOH). B pesynbrate aeiicteust pocdomumaspi
pa3pymalTcs TUAPONICPEKUCH JIMIKUIOB, U 3TUM NpeAOoTBpalia-
€TCsI pa3BETBJICHHE IICTICH OKUCIICHHSI JIMTTUO0B B MeMOpaHax [36].

1.4.4.2. HedpepMeHTATUBHASI AHTHOKCHJIAHTHAS CCTEMA

Jlunuonvie anmuoxkcudanmsl — 3TO TIPOU3BOIHBIE (EHOINA,
KOTOpbIE CHOCOOHBI WHAKTHBHPOBATH CBOOOJHBIC PAJMKAIBI B
ruipooOHOM crioe MeMOpaH U MPeIOTBPAIATh Pa3BUTHE LIETTHBIX
PEaKIMii MEePEeKUCHOTO OKUCICHUS JMImIIoB. K HUM oTHOCSTCS:
1) a-tokodepon, wmu ButamMuH E, 2) yOUXUHOH, T.e. KO3H3UM Q,
3) TUpOKCHH, 4) CHHTETHUYECKHE COEIWHECHUS, HAPUMEp HOHOIL,
SIBJISIFOILMIACS Oy THIIMPOBAHHBIM T'HAPOKCUTOIYONIOM [37].
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Puc. 13. HauGoiee yacto BcTpeuaromuecs B mpupoae pop-
™Mbl BuTamuHa E. Cpeu BceX TOKOQEpOIIOB BEIPAKECHHBIM
AQHTHOKCHJIAHTHBIM JIeHCTBHEM 00J1a7aeT TOJIBKO (i-TOKO(EPOII.

CH; a-Tokodepon
CH; CH; CH;

HO

HsC CHs
CHs;
CHs B-Tokodepon

HO CH; CH, CH;

CH;

CH3

CH;
y-Tokodpepon

HO w,  CHs CH, CH;

HsC CH;
CH;
8-Tokodepon

HO cH, CHs CH; CH;

CH3
CHs

Paznuuaror 8§ TunoB ToKO(eposoB, HO HanboIee aKTUBEH O-
Toko(epon. Butamun E - 310 camblii pacripocTpaHeHHBIH TPUPOA-
HBIN TUIO(WIEHBIN aHTHOKCHIAHT, KOTOPBIM 00eCTIeYrBaeT 3ally-
Ty MeMOpaH 0T CBOOOIHO-PaIMKAITBHBIX peakimii. B cooTBeTcTBHM
C KOJIMYECTBOM U MECTOM MPHUCOETUHEHUS] METUIILHBIX TPYTIIT Pa3-
JIYAI0T 0-TOKO(epolt, B-Tokohepo, Y-TOKOPEpOIT i O-TOKO-
¢epon. Ha puc. 13 mpencraBieHsl cTpyKTypHbIE (HOPMYIIBI TOKO-
(beporoB.

B peakuusax aHTHOKCHIAHTHOW 3allUThl O-TOKOdepos
OT/IaeT aToM BOAOpOJAa JUNUIHOMY pagukairy ROO™ u
BOCCTaHaBJIMBAET ero A0 ruapomnepokcuaa - ROOH. Cam Toko-
dbepor mpu ATOM MPEBPAMIACTCS B MAIIOAKTUBHBIA CBOOOTHBIH
pagukan, 3a CYEeT 4Yero LenHas peakuus MepeKUCHOr0 OKHUCIIe-
HUS JIMIIAJO0B NpepbiBaeTcs (puc. 15).
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CH3
o
sH ROH c o e T
Hs CHs
CH;

Anbda-Tokodpepon

ﬂ;@d%w

Hs PaspbiB Konbua O6pazosane
cnaboro pagukana

Puc.14. Oxucnenue @ — Tokopeposia: «eaueHuey o —
TOKOEPOJIOM yenHou peakyuu NepeKUcCH020 OKUCIEHUS TURUOOS.

OOpaTtHyr0 pereHeparyio o-Tokodeposa, T.e. ero BOcCTa-
HOBJICHHE B TIEPBOHAYAIILHOE COCTOSIHAE OCYIIECTBIISICT BUTA-
muH C [38]. CBoOOIHBIN panuKkan BuTaMuHa E cTabumnen, mao-
aKTHBCH M HE MOJIICP)KUBACT PEAKIUH EPEKUCHOTO OKUCIICHHS,

" BoccraHOBAEHHbIN
JlIunugHblii pagmkan

CH; paguKan CH;
0 ROO® ROOH ‘o
CHs %L) CHs
HsC 0 OR H.O HsC 0 OR
2 OH
CHs CHs
Tokodepon ToKodpepon- XMHOH

Puc.15. Peaxyus npespawenus paouxaia mokogepona é menee
PeaKyuoHHo-cnocobHoe nPpou300H0e — MOKOGHEPOI-XUHOH.

a HaIpOTHB, B3aUMOJICHCTBYS C paJuKalaMy JIMIUAHBIX Mepe-
KHCEH, BOCCTaHABIMBAET UX; IIPU ITOM caM TOKO(epoII mpeBpa-
I1aeTCs B CTAOUIIbHYIO OKUCIEHHYIO (popMy, TOKO(DEpOI-XMHOH
[38, 39]. Burtamun C uHruOupyer peaxkiuu NEPEeKUCHOTO
OKHCJICHHA3a CUET JABYX PA3JIMYHBIX MEXaHU3MOB:

1) B cooTBeTcTBUM ¢ HIKECIEAYIOUIeH peakuueil oH Boc-
CTaHaBJIMBAET B MeMOpaHaX TOKO(epo-XUHOH 10 BUTaMuHa E:
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a) HO-ackop6ar-OH + a-toxodepona-O-— a- Tokode-
poa -OH + HO-ackop6ar-O-° (cemuodecudpo-ackopbourosast
Kucioma)

6) HO-ackop6aT-O-+ a- Tokodepoa -O°— a- Tokodepona
-OH + O=ackop6aT=0 (dezudpo-ackopburosas kucioma)

2) BuramMuH C B3aMMOJEHCTBYET C aKTHBHBIMH (hOpMaMH
kucioposa [40], TakuMu Kak cynepokcuaHbii annoH (O2), 1me-
pekuck Bogopona (H202), runpoxcunbubiii panukan (HO'),
WHAKTUBUPYS UX.

3areM NpOTEKAET PEAKIUS peceHepayuu ackopouHo8oU Kuc-
nomol. Perenepaiiusi acKOpOMHOBOW KUCIOTHI HJIET C y4acTUEM
CHEAYIOLUX MUKPOCOMAIBHOM, LIUTO30JIbHOM M MUTOXOHJPH-
anbHOU pepMeHTATHBHBIX cucteM [40]:

B mukpocomax:
C yuactuem komruiekca HA JI-Hz-penykraza-iiutoxpom bs:

2HO-ackop6at-O*+HAI-H; —2HO-ackop6at-OH+ HAJT*

B muToxonapusx:
C yuactuem HAJI-Ha-cemuneruapoackopOaT-peayKTasbl:

2HO-ackop6at-O-+HAI-H; — 2HO-ackopoaT-OH + HAJT*

B nuro3sone:
C yuactuem HAJI®-Hz-nernapoackopOaT-petyKTassl:

O=ackopbar=0 + 2HAJ®P-H, — HO-ackopOaT-OH +
2HAJI®D*

B nwuro3sone:
C yuyactuem GSH-nerunpoackopbar-peayKTasbr:

O=ackop6ar=0 + 2GSH — HO-ackop6aT-OH +GS-SG

B-KapoTun- 3T0 npeaiecTBeHHUK BUTaMUHA A, KOTOPBIH
TaKkxke o0JIaZjaeT aHTHOKCHUIAHTHBIM JI€HCTBHEM W IpersT-
CTBYET NEPEKUCHOMY OKHCIEHUI0 MEMOPAHHBIX JIUIIHIOB.
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1.4.4.3. CoequHeHu 1JIS CBA3LIBAHUSA
JABYXBAJIEHTHOI0 KeJjie3a.

Jlns neTokcUKaluu ABYXBAJCHTHOTO Kelle3a B OPraHu3Me
CYIIECTBYET HAJXCHHAsh CUCTEMa OKHCIICHUS M CBS3bIBAHUS
MOHOB JIBYXBAJIEHTHOTO JKeJie3a. bOoIbIIMHCTBO U3 COeTUHEHHI
ATOM TPYIIBI, BKIIOYAsi MPUPOIHBIE COSTUHEHHS BPOJIE AUTIETI-
THJa KapHO3WMHA, CBS3BIBAIOT JKEJE30 M HE TO3BOJSIOT €My
NPOHUKHYTh B JIMIUAHYIO (asy MeMOpaH, OCKOJIBKY B CHITY
CBOCH MOJSPHOCTH 00pa3yroIrecs KOMIUIEKChIHE TPOHUKAIOT B
rupodoOHyI0 TONIy MeMOpaHHBIX JunuaoB [41]. B mia3me
KpPOBH CHCTEMa JIETOKCHKAIIUU >Keje3a MpejacTaBieHa (pepmeH-
ToM (heppo-okcumazoi (OeIKoM HeppyIOIIa3MUHOM) B TPAHC-
dbeppurom [42]. Deppo-okcuaaza OKHUCIACT C ITOMOIIBIO
kucnopona Fe?" no Fe’* Ge3 o6pasoBanus cBOOOJHBIX paju-
KayioB [42, 43]. benok TpancheppuH CBSI3bIBACT U IEPEHOCHUT B
KPOBSIHOM pYCJI€ HOHBI TPEXBAJICHTHOTO JKejle3a, KOTOphIe
3aTeM 3axXBaThIBAIOTCS KJIETKaMH, B OCHOBHOM 3aHHUMAIOIIH-
MHUCSI TEMOIO0330M. B KileTkax ’xene30 MOKET BOCCTaHAaBIIU-
BaTbCs aCKOPOMHOBOM KHCIOTOW M JPYTMMH BOCCTAHOBHTEI-
SIMH, HO 3aT€M OHO BHOBBb OKHCJISIETCS M JICTIOHUPYETCS yXKE B
OKHCJIEHHOM (hopMe BHYTpU OEITKOBOTO (PEPMEHTHOTO KOMILIEK-
ca pepputrHa. [TocKONBKY kKene30 SBISETCS MPO-OKCUIAHTOM,
TO SIBJISIFOIIMECS «JIOBYIIKaMHU KeJie3a» GeppUTHH U TpaHchep-
PHH SIBJIIIOTCS HECTIEIM(UIECKUMHU MapKepamMH BOCHAJIUTEIb-
HOTO TIpoiiecca, ocobeHHo B (ha3y anmbrepanuu [44].

L.5. Ucnonib30BaHMe KMCJIOPOJA € LEJIbI0
ol0ecrnieyeHUs! KICTKH JHEPIrHUeil.

I.5.1. O6mue myTH OKMcJIeHUs MUIIEBBIX CyOCTPATOB.

Kak MBI OTMEUYanu BhIIIE, BCE XMMHUYECKAE COCIUHEHUS B
KOHEYHOM HTOTE, MPOWAs crenuduyeckrue MyTH OKUCIICHUS,
BKJIIOYAIOTCA B oOmIMe myTH okucieHus. OOmMMH IyTsIMH
OKUCJICHUS Ha3bIBAKOTCS:
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* JlekapOoKkcUIUpOBaHUE MUPOBUHOTPATHON KUCIOTH — |
o0mwii myTh KaTabonm3ma,

* [uxa tpukap6oHOoBBIX KUCHOT (LITK), mnm miukm numoH-
HOW KHUCJIOTBI, Ha3bIBaeMbIii Takke mukioM Kpebca -3To II
o0t myTh KaTaboau3Ma.

I'mroko3a sIBIseTCs LEHTPAIbHBIM CyOCTpaTOM, IOCTABIISAIO-
IIMM SHEPTHUIO B )KHUBBIE CUCTEMBI. [ J1I0K03a - 3TO IIecTuyrie-
POIHBI MOHOCaxXapuJ, B XUMHUYECKUX CBS3SX, DJIEKTPOHAX U
MPOTOHAX KOTOPOTO HAKOILJIEHA PHEPTUs KBAHTOB COJHEYHOTO
u3inydeHus. [losramnHoe OKUCIeHUE TIIOKO3bI B KJIETKE BEJIET HE
TOJIBKO K OCBOOOXKICHHIO MMEIOIEHCS B HEW HHEpruu, HO U
CHaOXKaeT OpPraHW3M MPOMEKYTOUHBIMH TMPOIYKTAMHU C yTIe-
POIHBIMH CKeJleTaMH, MOTYIIMMH B JalIbHEUIIEM HCIOJIb30-
BaThCs HA CHHTE3 JPYTHX HEOOXOIMMBIX KOMIIOHEHTOB, TAaKUX
KaKk aMUHOKHCIIOTBI, a30THCTbIE OCHOBaHUS, HYKJICOTH]BI,
nunuasl ¥ T.4. [45]. Ho ocHOBHOE npe/iHa3HAaYeHHUE TIIFOKO3bI -
ATO BCE-TaKW TJIMKOJHW3, T.€. MyTh DMOneHa-Metieproda-Ilap-
Haca (ot rped. ['AvkO¢ — ciankuil u rped. A0onG — paciierie-
Hue). JTo cHaOXeHHe OpraHU3MOB PHEpruei, OoyblIas 4acTb
KOTOpPOW BBICBOOOXKIAETCS YK€ TIOCIEe €€ MPEBpAIllCHUs B
nupyBat. [TupyBar obpasyeTcs Takxke M3 TaKUX aMHUHOKHCIIOT
KaK TJUIWH, aJlaHuH, CePUH, [IUCTEHUH, TPEOHHUH, THIPOKCUTIPO-
JIUH, IMUCTUH U T.JA. U ruuepuna. [lupysar obpasyeTcst B HuTo-
3071€, 3aTeM IepecekaeT MeMOpaHy MUTOXOHJIPUH VIS TalbHEH-
miero okucienus. [lepeHocyrkom nupyBara B TOJIY MUTOXOH-
NpUl SABISIETCS KapHumun gocgham [46].

I.5.1.1. Oxucienne nupyBaTanupyBaTAeruAporeHasHbIM
(mupyBaTaAeKapOOKCHIA3ZHBIM) KOMILJIEKCOM

ITocme MNOCTYIUICHUA IMHUPYBAaTa B MATPUKC MHUTOXOHAPUHU
HAaYMHACTCA U3BJICUCHUC U3 HET'O SHCPIUU.
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Haunnaercs mporiecc ¢ OKUCIEHUs MUpyBaTa 10 aleTui-
KoA mox neiicTBueM BaKHEHIIET0 (epMEHTHOTO KOMILIEKCA
MO/ Ha3BaHWEM MUPYBAT-IETUAPOreHa3a. ITOT KOMILIEKC
coctouT u3 12 egunun [47]. DTOT MynbTUDEPMEHTHBIH KOM-
IJIEKC, COCTOSAUIMI M3 3 (epMEHTOB, MPUHUMAET y4acTHE B
peaKknusax IeTuApupoBaHus U JexapOokcuiaupoBanus. [lupy-
BaT-JCTUAPOTE€HA3HBIN KOMILIEKC COEPKUT 3 pepmeHTa:

1. TupyBatr — nekapOokcmiaza (KOopepMEeHT — THAMUH-
niupodocdat (TTID)

2. luruaponumnoar-TpaHcaneTiiasza (KopepMeHT — JHIoe-
Bas kuciora (JIK)

3. HQurunponumnoar-aeruaporeHasa (kohpepMeHT — (hraBuH
aneHuH auaykieotun (DAJ).

Jis mposIBIIEHUS] aKTMBHOCTH MHUPYBAT-ACTHAPOTCHA3HBIN
KOMIUIEKC TpeOyeT HaJIU4usi OINpEACNEHHBIX BUTAMHHOB B
dopme kodepmernToB. B I obmem mytn karaboim3mMa MoMUMO
TIID, ®AJ] u JIK yuactByror HS-KoA u HAJI", Haxonsiuecs
B cpere B cBoOomHoM BHzme. Tak uyto B | oOmem myTH
KaTtabonu3Ma B OOIIeH CII0)KHOCTH Y4acTBYIOT 3 epMeHTa U 5
KopepMeHTOB. Bo BpeMs 3TOro MHOTO3TamHOIO Ipolecca
TPEXyTIAEPOAHBINIUPYBAT OKUCISAETCS JO COJEpKaIlero IBa
yraepoga aunetwi-KoA. Cam ke mnupyBar-AeTrUApPOTreHa3HbIN
KOMIUIEKC pErylupyercss cheuupuyecKuMu KHHa3aMH |
docdarazamu [48].
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I oOmuii myTh KaTabomm3ma mporekaeT B 5 cramuid. Kak
TOJBKO THUPYBaT NPOHUKAET B MUPYBAT-ACTUIPOTECHA3HBIN
KOMIUIEKC, PEaKUUsl €ro OKHCICHHs MPOTEKAaeT N0 KOHLA, TaK
YTO MPOLIECC COMPOBOXKIACTCS OCBOOOKICHHEM C TIOBEPXHOCTH
KOMILUIEKCa KOHEYHOro mpoaykra — auetwi-KoA, Torma kak
MIPOMEXKYTOUHBIE MPOAYKTHI BCETJIa OCTAIOTCS CBS3aHHBIMHU C
dhepmeHnTamMu Komruiekca [49].

B nmnepBoii peakuuu nUpyBaTAernaporeHas’a 3a cuer
THaMUuH-TIpodocdara OTHICTIISET OT MUPYBaTa TUOKCUJ YIIIe-
pora c 00pa3oBaHUEM TUAPOKCUITHIBHOTO IPOU3BOJIHOTO
THa3010Boro kojbia TII®. Ha BTOpOi cTamuu OT TMAPOKCHU-
STUJIBLHOM TPYMIbI OTHICTUIAIOTCS aTOMBI BOJIOPO/Ia, YTO COMPO-
BOXIAETCSl MEPEHOCOM AallETWJIBHOW T'PYMIBl K OCTATKY CEpPbI
JIMIIOEBOM KHCJIOTBI, SBJIIOLICHCSA MPOCTETUYECKOW TI'PYIIIbI
AUTUAPOJIMIIOWI-TPaHcaneTnJaa3pl. Ha TperbeM sTame aie-
TUJIbHAS TpyNna IMEePEeHOCUTCS OT JUIMOEBOM KHUCIOTHI Ha
tronoByto rpynny HS-CoA. Ilo okoHYaHMM peakiuu ¢ TOBEPX-
HOCTH MYJBTH(PEPMEHTHOTO KOMILJIEKCA BBICBOOOXKIACTCS
00pa30BaHHBIN B 3TON peaklMU KOHEYHBIN MPOAYKT - alleThII-
KoA. Bo Bpemst 3TOl peakiiuy JIMIIOeBasi KUCJIOTa BOCCTAHABIIHU-
BaeTcs 10 AUrujapoaunoamuaa. Ha uerseproit craauu iuruapo-
JUTIOaMUJ] ACTUIPOTEHAa3a OTIIEIUISET BOAOPOABI OT AUTUJIPO-
nunoamuaa. Ha 3Toi craguu COeMHEHHBIN C AUTHAPOJIHIIO-
amMuj aeruaporenasoii kopepment ®AJl BoccTaHaBIMBAETCS
1o ®A/I-Hz, a nunoatr BHOBb MEPEXOJUT B CBOKO OKUCIEHHYIO
dbopmy. Ha msaroit ctaguu BOIOPOIBI, BCE €IIe COSTUHEHHBIE C
kodepmentom DA/l TpeThero epmMeHTa - TUTHIPOIUIOAMU
JE€rHAPOreHasbl, B BUJIE TUIPUI-MOHOB nepeHocsaTes na HAJT,
B pesyiabTate 4ero obpasyercs HAJI-H +H (HAH:). Urax,
OJIHa MOJIEKYJIa MMpyBaTa MpU OKUCICHUU B MUPYBATIECTUAPO-
reHa3HOM KOMIUIEKce 00pa3yeT OAHYy MOJeKyny aneTun-KoA,
onny monekyny CO:2 u onny monekyny HAJI-H+H. Cam xe
MAPYBATACTUIPOT€HA3HbI KOMIUIEKC PEryJIHpPyEeTCs HOHAMU
Ca?" u AT® [50]. Korna conepxanue AT® B KiieTKe MOBbIIIA-
€TCs1, MUPYBATACTHUAPOTCHA3HbIN KOMIUIEKC HHTHOupyetes [S1].
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I.5.1.2. Oxuciienne anerara B nukJie Kpeoca

3arem anetun-KoA nocrynaer B LITK (II oOmumii myTh kaTa-
00113Ma), U OKHUCIIEHHE MPOAOIIKAETCA. DTOT UK HAa3bIBAIOT
koM KpeOca, MOCKONBKY 3TOT HUKIMYECKUH Tporecc ObLT
oTkpbIT XaHncoMm Kpebcom. 3a 310 oTkpbiTHe XaHc KpeOGc B
1953-M roxy mosyunia HOOENEBCKYHO MPEMHIO 110 MEIUIIMHE
[52]. AByxyraepoanslil aneTui-KoA BKiIrOYaeTcsl B IUKIUYEC-
KM Tiporiecc, o0pa3ysi KOHEUHbIE TPOTYKTHI paciaja, a UMEHHO
CO2 u H20. DTOT UMK COCTOUT U3 CEPUU PEAKIINil, B KOTOPBIX
NPOUCXOTUT XUMHUEcKas Mojudukanus cyOcTpaTa T1ox
Ha3BaHHMEM «OKcaJjoaleTaT», IPUYeM IepBasi PeaKIlfs COCTOUT
13 KOHJAEHcaluu okcajoaueraTa ¢ anetuin-KoA. Ilepenocunku
suepruu, Takue kak HAJT™ u @A, coOuparoT BBLAEIAIOILYIOCH
B 3TUX PEAKLHUAX FHEPTHUIO B (PopMe CBSI3aHHBIX C ITUMHU Kodep-
MEHTA IIPOTOHOB U MEPEHOCST €€ Ha IIeTb IEPEHOCa FIEKTPOHOB
(LII13). OkucieHHbIe W BOCCTAHOBIIEHHBIE (POPMBI ATHX TEpe-
HOCUUKOB PETyJIUPYIOT aKTUBHOCTh ()EPMEHTOB, KaTaIU3UPYIO-
mux peakipn [[TK. Tak, Boccranosiennsie Gpopmbl HAJT™ u
®A/JT, aumenno HOJH' +H u ®AJ[H2 HHrUOUpyrOT epMEHTHI
I obmero mytu karaGoimu3ma, TOT/Ia KaK WX OKHUCIICHHBIC
dopwmbl, T.e. cobcrBenno HAJT" u ®AJ], Hao60pOT, CTUMYIIH-
PYIOT UX. DTOT LMKJI YHUBEPCAJIEH U IPUCYTCTBYET MIPaKTHUEC-
KM BO BCEX COJEpKAIIMX MUTOXOHAPHUU KUBBIX OpraHU3Max,
HA4YMHAsI OT OJHOKJIETOYHBIX U KOHYAsi MHOTOKJIETOYHBIMHU, KaK
pacTeHUsIMH, TaK U KUBOTHBIMH [S53].

Wrak, muxn Kpebca sBisercss MporeccoM OKHCICHHS
anetTun-KoA — yHHBepcalbHOTO NMpOAyKTa KaTaboau3Ma yriie-
BOJIOB, XHUpOB H OenkoB. [lukin Kpebca nmpoTekaeT B MUTOXOH-
IpUsxX ¢ yyactueMm GepMEeHTOB, KOTOPBIE JIOKAJIN30BaHbI B MaT-
pUKCe B CBOOOJHOM COCTOSIHWM, WM e (PUKCHPOBAHBI Ha
BHYTpPEHHEH MOBEPXHOCTH BHYTpeHHEl MeMOpaHbl. B 1mmkie
Kpebca, kak u B mepBoM 0011eM ITyTH KaTaboIn3Ma, y4acTBYIOT
5 BuramuHOB: Bi, B2, PP, mantroTeHoBas kucinora u jaumnoeBas
KHUCJIOTa B BHIE KodepMeHTOB TuamuHnupodocdara, DA/,
HAJT", HS-KoA u nunoara.
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OcHoBHoli ¢pyHkumeii mukina Kpedca sBisieTcs oOpa3oBa-
HUE BOJOPOIHBIX YKBUBAJIICHTOB, KOTOPHIE 00ECIIEYHBAIOT CHH-
T€3 MaKpOIPrHUECKUX COCAMHEHWH B ILENU OKHCIUTEILHOTO
dbochopmmmposanmsi. Kpome toro, nukn Kpebca BbImomHseT
BEIYIIYIO POJib B Mpoleccax IIIOKOHEOoreHe3a, nepeaMuHupo-
BaHwUsl, Ae3aMuHupoBanus AK, nunorenesa u cuHte3a rema [ 54].
MOo’HO cKa3aTh, 4TO 3TOT IUKIMYECKUN MPOLIECC UHTETPUPYET
BCE BUJIbI 0OMEHA BEIIIECTB.

LITK

Peryasimus uukina KpeOca ocymiecTisieTcst ¢ yyactuem 4
PETYISATOPHBIX (PEPMEHTOB: IUTPATCUHTA3bI, H3OLUTPAT JIETHI-
poreHasbl, O-KETOINIyTapaTAETUAPOreHas3bl U CYKIMHATIEIHI-
porenassl. [{ukin Kpebca nnrudupyercs B ocaHoaom HAJI-Ho n
AT®, kortopele sBISAIOTCS MpoaykTamu Iukia Kpebca u
Y4acTBYIOT B LEMU OKHUCIUTEIBHOrO (hochopuanpoBaHus.
Axrtusupyrot [{TK B ocHoBroM HAJT vt siBistrommiicst curHaioM
HEXBaTKU dHEpruu B kieTke AJ1D.

l'.ms:on, AMIHOKHCIOTBL AHPbI
|
Anetni-KoA

Lumpam
Aronumasa
cukmaza /,,,-'-’Hmn ~=

Oxcatoanerar Hzoumrpar 3
BiNADH = —=MNAD
Mazam II NAD* }/ Lfﬂh‘.‘! ﬁ;ueﬁca & ~NADH ”.yuumpam_]r
.\Ia.tﬁar a1ba-KeTorTyTapaT
7 dymapasa /{’ NAD* KT AT (a
\ ~r NADH

SAE dyvapar Cyrnmrna-Kod
] ot -
e ~ Cykummar — 5

o
ﬁﬂ - Cywuuram JI7

Tuonuwasa
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O6pruno L[TK penar Ha 8 3TamoB, Kaxabli M3 KOTOPHIX
KOHTPOJIUPYETCS OMPEICICHHBIM (DePMEHTOM. DTOT IUKJIHYEC-
KHIi poIlecc HAYMHAETCSI C PEaKIMK KOHACHCAlUU OKcaoale-
taTa ¢ anetmwi-KoA, o0pa3oBaHHBIM NpU OKHUCICHUU TTHPYBATa.

1. Takum 06pa3zom, UK HAYMHAETCS C PEaKIUU COeMHE-
HUS JABYXYIJIEpOAHOro anetuia-KoA ¢ d4eTwipex yriepoIHbIM
OKcaJloalleTaToM Mo JAeHCTBUEM (pepMeHTa LIUTPAT CHHTA3bl.
Llumpam cunmaza NOKaIU3yeTCs] B MAaTPUKCE MHUTOXOHIPUH,
apigercs perynaropHeiM ¢epmentom LITK, u aktuBHOCTE ero
perynupyercs coaep:kaHueM B cpene Hapsay ¢ AT®, HAJIH2
Take cykuHWI-KoA. B o0mielt ciioHOCTH, IUTPAT CUHTA3Y
aKTUBUPYIOT OKcajloaneTaT (I1aBeJIeBO-YKCYCHasi KHUCIJIOTA),
HAJI'; a uarubupyror AT®, HAJT-Hz, cykuunun-KoA, urpar:
MIOBBIIICHUE COICPKAHUS 3TUX KOMIIOHEHTOB B CPEJIE CHUMXKAET
MPOIYKTUBHOCTh (hepMeHTa IUTpat cuHTasbl [55]. [IpoaykTom
nepBoil peakuuu nukiaa KpeOca sBisieTcss MIeCTHYTIIEPOIHAS
IuKapOOHOBas KUCIIOTA, IUTPAT.

2. 3areM akonumasa OOpaTUMO MpEBpaIlacT IHUTPAT B
M30IUTpAT ¢ 00pa3oBaHUEM MPOMEKYTOUYHOTO METadoJInUTa —
nuc-akoHurTara. IIpy 3TOM mpoucXoaUT CHayasla OTIIETIICHUE
MOJIEKYJIbI BOJIbI, IOTOM — €€ MIPUCOETUHEHHE, HO YXKE B IPYTOM
MeCTe, YTO BeJleT K 00pa30BaHHIO U30Mepa IUTpaTa — H30LUT-
paTa. AKOHHUTa3a TaKKe JIOKaJU3yeTcs B MaTPUKCE MUTOXOH-
JIpUH.

3. 3areM uU30IUTpaAT MOJBEPraeTcsi AETHUAPUPOBAHUIO U
NeKapOOKCHITMPOBAHUIO TIO7 JeHCTBHEM (DEPMEHTHOTO KOM-
IeKca — uzoyumpamoecuopoceHasvl ¢ 00pa30BaHUEM 0-KETO-
riaytapara. OOBIYHO KOEPMEHTOM B 3TOM PEaKUUu SBISETCS
HAJT". AKTUBHOCTE 3TOro (pepMeHTa, KaK BIPOYEM M APYTHX,
perymupyertcs cootHomeHueM ATD/AJID. Dta oKuCIUTEIHHO-
BOCCTaHOBUTENbHAS peakiusl camasi MeasieHHas B nukie Kpeo-
ca. MzouutparaeruiporeHasa JOKaJIUu3yeTCsl B MaTPUKCE MUTO-
XOHJpHii, ee akTuBHpyloT AM®, Ca**, AJld, HAJI"; unru-
oupyror AT®, HAJIH> [56]. Cucremarmueckoe Ha3BaHHE
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bepMenTa uzoyumpamoecudpocenaszvl MANIETCS KaK H30LUT-
pat: HAJI+ okcumopenykraza (IeKkapOOKCHIHPYIOINAs).
Hwxe npencTaBiieH MeXaHU3M paciiaja H301uTpaTa 10 - KETOo-
rirytaparta (puc. 16).

COO”™  NAD(P)' NADPH+HA  COO coo coo
cH, J CH: 0 CH2 ' h CH;
H-C-CQQ~ ——— H-C3C™ —=*~ HG H-C-H
0-C+H 0=C 0 \ .0-C o=C
& YH=cop H O M. 5 Cog CO; M:r.__.o,.c,o Coo-

“NH; a-KetornyTapar

Puc. 16.Oxucnenue uzoyumpama 0o a- kemoaiymapama. Peaxyus
npomexaem nosmanuo (A, B, C). H-A- 2udpuo anuon

Cnavana oOpa3yeTcsi OKCalo-CyKIIMHAT, M TOJBKO TIOCIe
3TOro @ - KkerormytapaT. OOpa3oBaHHE TPOMEKYTOUYHOTO
COCIMHEHMS BCETO JIUIIH MPE/IIO0JIaraeTcs, MOCKOJIbKY OHO TOKa
elle peasibHO He OOHapykeHo. B peakmum u3ouuTpar — « -
KETOITyTapaT, MOJIEKYJIbl BOJIbI ICIPOTOHUPYIOT U30LIUTPAT IO
CHEAYIOLIEH CXEME.

(] o

o HAQ(®) HAL(®)H-H o 0—H
o (o] u o (e}
(o) (o) 0} (e}
/ ~
A/‘*H—[g H) H o N H O Io)

fU)\NHZ fa)kNHz R H-
<
S

N

Pl

N
R

1. Dran nepseiii. A. CnupToBas rpynmna anbda-yriaepoaa u3o-
UTpaTa ASMPOTOHUPYETCS 00pa3yst KETOHHYIO TPYIIITY.
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3. Oran tpetuit. C. HenaceiiieHHast ABOITHAs CBSI3b (MEXTY
aToMaMu yriepoja 2 u 3) HachIIAeTCsl BOJOPOIaMHU.

4. Cnenyromasi OKMCIUTEIbHO-BOCCTAHOBUTEIbHAS pPEaK-
1Usl IPOUCXOJUT MO JeicTBHeM (epMeHTa C CUcTeMaTHyec-
KUM Ha3BaHueM o-ketoriytapar: HAJI+ okcumopenykrasa
(mexapOoKcHIUPYIOLIas ). 0-KETOTIyTapar sSBISETCS KIYEBbIM
MeTabOIUTOM B KJIETOUHOM MeTabonm3me. Tak, OH UCTIONB3Y-
eTcsl B CHUHTe3e¢ TIWlyTamara, TIIyTaMHHA, MPOJMHA U JAPYTUX
amuHokucior. Ho B IITK a-kerormyrapar mpespamaercs B
CYKIIMHAT. DTa peaklus MpOoTeKaeT B 2 3Tama moj AehcTBUEM
bepmenTa a-xkemoenymapam oOecudpocenasvl. Jlenictsue dep-
MEHTa aHaJIOTUYHO TAKOBOMY MUPYBAT JETUIPOr€HAa3HOTO KOM-
iekca. TOMbKO B KOHIIE PEAKIMU MaKpOIPTHUECKasi CBS3b
oOpa3yercs He B cocTaBe aneTmi-KoA, a B coctaBe CyKIMHUII-
KoA. a-ketormyrapaT AeruporeHa3Hblii KOMIUIEKC COCTOUT U3
3 ¢pepMEeHTOB U COAEPKUT 5 KOHEPMEHTOB: THAMHH Audocdar,
kodepment A, nunoeBas kuciaora, HAJ[", ®AJl.a-keTorayTa-
par JerugporeHasa akTusupyercs nonamu Ca®’, uHrubupyercs
cykuuHui-KoA, AT®, HAJIH2 [57]
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5. Boicokoapruueckas cBsi3b, IMOSBUBILIASCS B COCTaBe
cykunHui-KoA, ucnonb3yercss Ha npeobpazoBanue ['JIO B
I'T® B peakuu cyberpatHoro gochopunupoBanus, Mpu 3TOM
cyknHuI-KoA npeBpaiaeTcs B CyKIMHaT. Peakius kaTaiusu-
pyercs cykyunun-KoAcunmemasou (CyKyuHam-muoKuHa3otl),
(dhepMEeHTOM C CHCTEMaTHYeCKUM Ha3BaHWEM CyknuHat: HS-
KoAnuraza (I'T® - I'JI®+P#H) [58].

6. B panbHeillieM B OKUCIUTEIHHO-BOCCTAHOBUTEIHLHOM
peaknuu nox neiictBueM DA ]JI-comeprkaimiero hbepMeHTa, CyK-
yunam dezuopoeenasvl (C/[I'), cykumHaTIpepamnaercs B pyma-
patr. CykuuHaAT JIeruaporeHasa, (praBONpOTEHH COJEpKaIUil
Fe2S:2, cBsa3ana ¢ BHyTpeHHel memOpanoi mutoxouapun. CJI"
WHTUOMPYETCAIIABEIEBO-YKCYCHOW KUCITOTOM M CYKITMHUI-KOA
[59]. Kak MO>XHO 3aMETUTh, B OTJIMYUE OT OCTATBHBIX AETHUJIPO-
rera3 L{TK, kodepMeHTOM CyKIIMHAT AETHAPOTEHA3HI SBISETCS
ne HAJT", a ®AJI. Urak, B pesynbrare peakuun OAJ] Boccra-
HaBnuBaercs o ®AJIH2. 3amerum, 4To MalloHAT HapsAy C
OKCAJIOAIIETaTOM SIBJIICTCS KOHKYPEHTHBIM HHTHOUTOPOM ITOTO
depmenTta. UHTEepeCcHO TakKe 3aMETUTh, YTO CYKIIMHATAECTHAPO-
reHasa BCerjia OTIICTUISIET BOJOPOAbl B TPAHC-TIOJIOKEHUH, TaK
YTO B pe3yibTaTe Peakiu Bceraa oOpaszyeTcsl TpaHC-U30Mep
MaJCHHOBON KHUCIOTHI — ()ymMapaT, MaJeHHOBAs ke KHUCIIOTa
SBJIAETCS IIUC-U30MEPOM (pyMapoBOI KUCITOTHI.

7. 3areMm ¢ymapasza, wnn gymapam-euopamasa TPUCOE-
IUHSET MOJIEKYJTy BOJABI K (pyMapaTy ¢ oOpa3oBaHHEM Majiata.
dymapaza JIOKaTM3yeTcs B MAaTPUKCE MUTOXOHJIPUH, CUCTeMa-
TUYECKOE Ha3zBaHHME 3TOro (epmeHTta: (hymapar:rHApo-IHasa.
Hano ormeruth, uTOo QepMeHT (ymapaza Takxke o0JiagaeT
CTEPEOXUMUYECKON CrIeu(UIHOCTHIO M HUKOT/Ia HE IeHCTBYET
Ha MAJICMHOBYIO KHUCJIOTY, €€ CyOCTpaTOM SIBIIIETCS TOJBKO €€
cTepeon3omep, pymapar.

8. 3aTem mpu MOMOIIH MOCIEAHETo (pepMeHTa FTOTO MUKIIA,
manamoecuopoceHaswvl, MaiaaT BCTymaeT B, 8-10, (DMHAIBHYIO
peakmuio LITK ¢ Tem 4ToObI BHOBH 00pa30BaTh OKcajoalerar.
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Manar geruaporeHasa, KaTaau3upyromas mociaeIHI0 OKUCITHU-
TEJIbHO-BOCCTAaHOBUTENBbHYIO peakuuto L[TK, nokamusyercs B
MaTpHUKCE MUTOXOHJPUIA, CHCTEMATHYECKOe Ha3BaHUe (pepMeH-
ta: Mmanar: HAJI+ oxcunmo-penykraza [60]. OOpazoBaHHBIN
oKcaJioarleTaT BHOBb KOHJIEHCUPYETCS ¢ OUepeIHOM MOJIEKYII0i
areTmi1-KoA, ¢ TeM 94ToObI BHOBB TOBTOPUTH BECH ITMKJI 3aHOBO.
Manart-gerujporeHasy HHOT/a OUIMOOYHO HA3bIBAIOT MAaJHK-
sH3UMOM [60, 61], XOTs mocneIHUN KaTalIu3upyeT AeKkapOOKCH-
JTUpPOBaHUE OKcanoaleTara npeBpaiias ero BIupyBar, Torjia Kak
MaJaT-JeruporeHasa MpoU3BOAUT MUCKIIOUUTENBFHO IETHAPH-
poBaHue cyocTpara 6e3 JeKapOOKCHITUPOBAHHMS.

1.5.1.2.1. DHepreruyeckuii 6ananc
oxHoro obopora IITK

B xonue nukmna KpeGca 3a cuer 4 oKMCIUTENbHO-BOCCTAHO-
BHUTENBHBIX peakuuii oopasytores 3 HA/IH2 u 1®AJIH2, koto-
pBIe HAIPABISIFOTCS Jaliee B JIBIXaTENbHYIO 1I€TIb OKHCIUTEINb-
Horo (ocdopunupoBanms. B mporecce okucnutensHOro (hoc-
¢dbopunupoBanus B opranusme uyenoseka, B L{I1D uz 1 HAJITH2
obpazyercs 2,5 AT®, uz 1 ®AIH2- 1,5 ATD. Uz 1 I'TO,
obOpazyromieiicas B 1mkiae Kpebca 3a cuer cyOcTpaTHOTO
dbochopuupoBanus, cuaresupyercs | AT®. B utore cropanue
anetTwi1-KoA B numkie KpebGca B )XKMBOM OpraHusMe BeJeT K
obpazoBanwnto /0 monexyn ATD.

1.6. OxucaureabHoe pochopuIupoBanue, HIn
AbIXaTeJbHasl LelNb

1.6.1. MuToxoHapHs: 0COOEHHOCTH XUMHYECKOI0
COCTABa U CTPOEHUS.

MUTOXOHIPUH — 3TO CAMOCTOSITENIbHBIE OPTraHEeIIbl KIIETOK
c cobcrBennbM JIHK, mmeromue 2 meMmOpaHbl: HapyKHYIO
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TNIAJIKYI0 U BHYTPEHHIOIO C MHOTOYHUCIIEHHBIMH CKJIAJJKaMU —
KpUCTaMH; BHYTPEHHEE NMPOCTPAHCTBO MUTOXOHIPUI 3aI0JIHE-
HO MaTPUKCOM, MOJIHBIM (JEPMEHTOB YYacTBYIOIIUX B MOCIHEI-
HUX, PEIIAIONINX CTATUSAX Pa3pyIICHUN MUTATEIbHBIX BEIIECTB.
Hapyxnas MmemOpanacoaepxut MHOTo OeikanopuHa, o0pa3yro-
miero ruapoduibHbIe KaHAB! [61]. DTH KaHAIBI MPOMYCKAOT
yepe3 MeMOpaHy HEOpraHWYEeCKUEe HOHBI, METAOOIUTHI U JJaxke
HeOombIe OeMKU ¢ MOJEKyJspHOW Maccoi menbime 10x/la
[62]. OHa comepXUT Takke clieayrone GepMeHTHI: 3JI0OHTa3bl,
KOTOpBIE YUIMHSIOT MOJIEKYJIbl HACHIIIEHHBIX JKUPHBIX KHUCIIOT,
KHUHYPEHUH-THIPOKCHUIIA3y, MOHOAMUHOOKCHUIA3YH AP.

MoHoaMuHOOKCHa3a SBJISETCS MapKEepOM IPUCYTCTBUS
MHUTOXOHJIpHIl B oOpasiie [63].

MexmMeMOpaHHOE MPOCTPAHCTBO MUTOXOHJIPUN COACPIKUT
(dbepMeHThI: aJeHUIATIHUKIA3y, HYKICO3UA-IudochaTKkiuHazbl
[64]. BHyTpeHHsiss MeMOpaHa BeICOKO crieriuduana, Ha 70% coc-
TOUT U3 OEJIKOB, KOTOPbHIE BHITIOIHSIOT KAaTATMTUUECKYIO U TPaH-
cioptHyo (QyHKIMH. BHYTpeHHss MeMOpaHa comepkuT dep-
MEHTHI: a) IIENH OKUCIUTEILHOTO (GochopuaupoBanus, 0) CyK-
[IUHAT-IETHIPOTeHasy, B) P-OKCHOyTHpaT OeruaporeHasy; T)
KapHUTHH-aluiITpancepasy, 1) KapHUTHH-AIMITPAHCIOKa3y
[64, 65]. Llutoxpomokcuaasa SIBISETCS MapKEpOM HaIM4uUs
BHYTpeHHEH MeMOpaHbl B oOpasme [63, 64, 66]. BuyTpeHHsisa
meMOpana Ha 30% cocrout u3 dochomunuaos, uz Hux 20%
MPUXOAUTCA Ha Kapauoaunul [67]. Kapauonunux nenaet Mem-
OpaHy HEMpOHUIIAeMOM /T Bcex noHOB. Matpukc Ha 50% coc-
TOMT U3 OeliKa, T.K. COAECPKUT COTHU PA3IUYHBIX (PEPMEHTOB: a)
depmenTrinmkia Kpedea, 0) hepMeHTh! -OKHCICHUS JKUPHBIX
KHCIIOT, B) aMHHOTpaHc(]epasbl alaHHH-aMUHOTpaHcdepasa
(AJIAT) nacnaprar-amunorpancdepasza (ACAT), r) rmyramar-
JETHAPOTeHa3a, 1) GochoeHOIUpYyBaT-KapOOKCHIIasa, €) mupy-
BaT-JE€TUAPOreHa3a. MaTpUKC COHEPKUT TaKKE HECKOJIBKO
koruii MutoxoHapuanbHon JIHK, MuToxoHapHamsHbIe puO0CO-
Mbl 1 TPHK, Tak 4T0 MHUTOXOHIpHUS — 3TO CaMOCTOSTEIbHAs
€IMHULIA KJIETKHU, CIIOCOOHAsi K CaMOMPOU3BOJIILHOMY JIEJIEHUIO
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B CJTydae MOBBIIICHHS €€ OTPEOHOCTH B HCTOYHUKAX SHEPTUH.
310 00BsICHAET (aKT ajganTalil OpPraHW3Ma M OTIEIbHBIX
OpPraHoOB K BO3pacTalOIMM Harpy3kaM B COCTOSIHWM CTpecca,
YCHJICHHBIX HAarpy3ok. B KieTke coIepKHUTCS OT COTHH JI0
TBICSYM MHUTOXOHIPHH, pa3Mep KOTOPBIX paBeH 2-3 MKM B
JUTMHY ¥ 1 MKM B IIUPUHY.

1.6.2. Posib MUTOXOHAPHIT B MeTa00JIM3Me
U TOMeoCcTa3e KJIeTKH

B MUTOXOHIpUSAX MPOUCXOAUT, B IIEPBYIO OYEpElb, CHHTE3
AT® B peakiuu OKHCIUTEIHHOTO (ochopunupoBaHus u
Teronpoayknus. Kpome Toro, B MUTOXOHAPHHU POUCXOHT f3-
OKHCJICHHE KUPHBIX KHUCJIOT, peakiuu 1ukia Kpebea, u yepes
MOCPEACTBO IUKJIa TPUKAPOOHOBBIX KUCIOT MPOTEKAIOT ONpe/ie-
JICHHBIE PEaKIMU TJIIOKOHEOTeHe3a, IepeaMUHUPOBaHUs, J1e3a-
MHUHHPOBaHUS, JINTIOT€He3a ¥ CHHTE3a F'eMa, B KOHEYHOM CYEeTe
OCYIIECTBIISICTCSI MHTETPALUsl OSJIKOBOTO, JIMIMUIHOTO U yTJe-
BOJTHOT'O OOMEHOB.

I.6. 3. Ilpy4yuHbI MOBPEKICHUI MUTOXOHAPHI U
HX N0CJIeACTBUSA

[ToBpexneHre BHyTpeHHEH MeMOpaHbl MUTOXOHJIPUN pa3-
HOOOpPa3HBIMU XUMUYECKUMU U PU3NUECKUMH (PaKTOpamMu Mpu-
BOJMT, B IIEPBYIO Ouepellb, K Pa30oOLICHUI0 OKUCIMTEIBLHOTO
dbochopunupoBanus, HapyueHuto cuaTe3a AT®, yTo Bener B
CBOIO 0Yepe/ib K TOPMOKECHUIO aHA0OTMUYECKUX PEaKIIHi, MEX-
MEMOpPaHHOTO TpPaHCIIOpPTa M BCEX BUIOB OOMEHA BEIIECTB.
Bonbmast 4acTe SHEpruu, BHICBOOOXKIAAEMOW NPHU OKUCICHHH
cyoctparoB B LITK, nepenocurcs B Bulie BOCCTAaHOBUTEIBHBIX
SKBUBAJIEHTOB, B (popme nporonos H™ u snexrponos, na HAJ["
u ®AJl. byner ymectHo ormetuth, uto HAJl mpunHumaet
THIPUI-UOH (BOJOPOA W OIUH SJEKTPOH), MOATOMY Oolee
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paBOMOYHO IKcaTh BoccTanoBineHuslii HAJT B popme HAJTH®
+H, ogHako s mpocToTHl ero yame o0o3HauvaroT kak HAJHo.
B o0mem, B OMOXuMHUM UCTIONIB3YIOTCS 00€ (OpMBI HaTMCaHUS
BoccranoBieHHoro HAJI+. BoccranoBinennsie HA I+, a umen-
Ho HAJIH+H, o6pa3oBanHbIe B IBYX OOIIMX MyTSAX KaTaOOM3-
Ma B MaTpUKCE MUTOXOHIpHI, nepeHocsaTcs Ha LI1D, BcTtpoen-
HYI0 BO BHYTPEHHIOIO MeMOpaHy MUTOXOHIpuii. HarpykeHHble
nporoHamu komnoHeHTsl LIID B Bune HA/IH+H u ®A/IH:
(0Opa30BaHHBIX MPU OKUCIUTEIHLHOM JAEKapOOKCHIMPOBAHUU
nupysara 1 B L{TK), nepeHocAT cBOM IPOTOHBI U AIEKTPOHBI BO
BHYTPEHHIOIO MeMOpaHy MUTOXOHApPUHN. 31ech 3TH KodepMmeH-
Thl ()EPMEHTOB TOJIBEPTAIOTCS PSIYy OKUCIUTEIHHO-BOCCTAHO-
BUTEJIBHBIX PEAKIUN, BHICBOOOXKIAIOIINX YHEPTHI0, COIEpiKa-
LIYIOCSl B UX IIPOTOHAX M 3neKkTpoHax. Ilpu nepensuxenun mno
LIID s1exTpoHBI BHICBOOOXKIAIOT KBAHTHI SHEPTHUH, U UMEHHO
oHa TpaHchopmupyercs B SHepruto ATD. ITu KBaHTBI SJHEPTHH
— HE YTO WHOE KaK PHEPrus KBAaHTOB COJHEYHOTO M3ITyuYeHUS,
HEKOrAa 3amaceHHas ¢ororpodaMu B IIIACTUAAX XJIOPOILIAC-
ToB. [lpu mornomeHnn KBAHTOB COJIHEYHOTO M3IYUYCHHS
AJIEKTPOH MEPEXOIUT Ha 0oJiee BBICOKYIO OpOUTalb, COXpaHsIsI
TakuM 00pa3oM B CBOEH CTPYKType COJIHEUHYIO 3Hepruio. B
MUTOXOHJIPUSX K€ UJAET MPSAMO IPOTUBOIOIOKHBIA MPOIECC —
OCBOOOKICHHE 3aaCEeHHOM B DJIEKTPOHE AHEPrUH. DIEKTPOH
npu npoasrxkeHnu no LIID Bbaenser 3Tu KBaHThI U IEPEXOTUT
Ha CaMyl0 HHU3KYI0 OpOHTalb, YTO O3HA4aeT OOEeIHEHUE ero
sHepreTuyeckoro coctosinug [13]. UMeHHO Takoil 3JIeKTpOH U
MIPOTOH COCTABJIIOT OCHOBY BOJIbI, BBIJCISIEMON U3 OpraHu3Ma,
T.€. SHEPTHsI COJIePIKALLEHCS B BBIIEIAEMON IOYKaMH MOY€ BOJIE
MuHuUManbHa. OcBoOOXKIaeMasi Py TPAHCIOPTE SJIEKTPOHOB B
LI13 cBobomHas sHEprus TpaHCHOPMUPYETCS B XUMUUYECKYIO
SHEPTUI0 MAKpPOIPTUUYECKUX CBSI3eH M HAKAIJIMBAeTCs B BUJC
AT®. I'py6o roBopsi, Bech npouecc L{I1D cBoauTcs k coeanne-
HUIO BOJOpPOJia C KHCIOPOJIOM — pEaKlUH, COCTaBISIOLICH
OCHOBY BOJIOpOIHOM O0MOBI [76]. Kak BuanM, SHEPTHH, 3aKITIO-
YeHHON B BOJAOPOJIE, BIOJHE JOCTATOYHO JUIS MPOU3BEACHHUS
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B3pbIBa, HO Y HAC B MUTOXOHPHUAX HUKAKOTO B3pbIBA HE IIPOUC-
xoaut. IlpuumHa B TOM, 4YTO OoOraTtast SHEPrHsl MPOTOHOB H
ANIEKTPOHOB, 3aKJIIOYEHHas B CyOCTpaTax, OCBOOOXJAaeTcs B
LIENU MIEPEHOCA AIEKTPOHOB ITIOCTENIEHHO, @ HE MTHOBEHHO [68],
1.€. 31ecb HAJIH2 okucmisiercs, BbICBOOOKasi UMEIOIIYIOCS B
BOJIOpOJIaX PHEpruio u cHabxkas opranm3sm AT, mocne vero
AT® nepeHoCHUTCS TPAHCIOKA30M U3 MATPUKCAa MUTOXOHIPUI B
LUTOIIA3MYy .

HenocpencrBennniii cunte3 AT® mnpoTekaeT BO Bpems
JBUKEHMSI IPOTOHOB U A1eKTpoHOB 1o LIID. [{ns aToro muro-
XOHJpUs cHaOXkeHa psaoM (EepMEHTOB U3 Kilacca OKCHJO-
pelyKTa3, CBI3aHHBIX C KPUCTAaMH MUTOXOHIPUHU M COCTABIISIO-
IIMMH JbIXaTeIbHYI0 1enb. Kaxaas okcumo-peaykra3a uMeeT
CBOIO cIenu(pUIecKyr0 KO(DEepMEHTHYIO TPYIITy, HEMOCpea-
CTBEHHO YYaCTBYIOIIYIO B MPOLIECCE OKUCIICHUSA-BOCCTAHOBJIE-
Hus. Kak mpaBuio, 3T KOpepMEHTHI SBIAIOTCS AKTHBHBIMH
¢dbopmamu ButamuHoB PP, B2, yOuxuHOHa wnm ke mpencTaB-
JICHBITEMOM, KaK HalpuMep y IIUTOXPOMOB. JlpIxaTenbHas 1ernb
MIEPEHOCUT AJIEKTPOHBI U POTOHBI HA KUCIOPO/I, TOCTYHAIOIIHIA
B KJIETKH TKaHEW M0 MPUHIIUITY Pa3HOCTH NapIHaIbHOTO JaBJie-
HUS BHE MUTOXOHJPHUH U BHYTPH UX, TaK YTO HEOOXOIUMBIM
YCIIOBHEM MOCTOSIHHOTO JBM)KEHHUSI KUCIOpPOJa BHYTPb MHTO-
XOHJpUN SBJISIETCSl €ro MoTpeOJjeHHe B KOHEUHOH peakiuu
JBIXaTEIbHOM IIeTIH, T.€. COSJUHEHUE MTPOTOHOB U 3JIEKTPOHOB C
MOJIEKYJIOW KHCTIOpoJla € OOpa30BaHHEM MOJIEKYJIbl BOJBI.
[Tockonbky 00BeM MOTPEOIAEMOTO JIETKUMH KHCIOPOa MPSIMO
MPOIMOPLUOHANIEH KOJMYECTBY KHUCIOPOJa, MCIOIB3YEMOMY B
OKHUCIIUTETHbHOM (OCPOPHIMPOBAHUN, TO TIO TOCTYIUICHHUIO
KHCIIOpOJIa B OPraHU3M MOKHO OMPEIeNATh BEINYHHY a’3po0-
HOTO 3HeprooOpa3oBanus [3, 69]. YcuieHne 9acTOThI JbIXaHHS
Y YacTOTHI CEPACUHBIX COKPAILEHUI MPU BBIOIHEUH (hr3nyec-
KHUX Harpy30K SIBJISIETCS CIEACTHEM MHTEHCU(UKAIIMH OKHCITH-
TeNbHBIX TporeccoB U L{[19, mockonbKy 3TOT mpo1ecc y10BIeT-
BOPSIET BO3POCIIYIO MOTPeOHOCTH B AT.
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Hopmanu3zanus xe IbIXaHHs U IMyJIbca MPOUCXOIUT TOIBKO
MIOCJIE YIOBJIETBOPEHUS MOTPEOHOCTH OPraHU3Ma B KHCIOPOJIE U
MOTAIlICHUs] KJIETKaMH OpraHu3Ma 3aJ10JkeHHOCTH 1o AT [3].

[.7. DieKTpOXUMHYECKNH MOTEHIIHA

KoMroHeHTHI 11enu nepeHoca 3JeKTPOHOB pacoiararoTcs
B MeMOpaHe B MOPSIIKE MOBBIIICHUS UX PeIOKC-MOTEeHIHAJIA.
[Ipu mepexojie MEKTPOHA € OT KOMIUIEKCA C HU3KUM PEIOKC-
MOTEHIIMAJIOM K KOMILJIEKCY ¢ 0oJiee BBHICOKHM PEIOKC-TIOTEH-
LIMAJIOM MPOUCXOJIUT BbIIeJICHHE CBO0OAHOI 3Hepruu. Hanpu-
Mmep, npu okucinenuu 1 HAJTH2 Boigensercs 220 k/[x/momns cBo-
ooxnoit sreprum. I, I u IV xommiekchl IbIXaTenbHON IeTH
UCTIONB3YIOT 65-70% BBIICTICHHONW CBOOOAHOW JHEPTUU IS
nepeHoca H' M3 Marpukca MHUTOXOHJPHI B MEXMEMOPaHHOE
npoctpanctBo, 30-35% BbiaenuBLIeiicss cBOOOAHON SHEPTUU
pacceuBaetcs B Buje Teria. [IpoTOHBI U 37€KTPOHBI IBHKYTCS
M0 IENH MOCTENEHHO BBICBOOOXKIAsl 3aKIIOYCHHYIO B HHUX
cBobOoanyt0 3HEepru0 G. B o0miem, peoKc-moTeHITAT MOXHO
MPEJICTaBUTh KaK CIIOCOOHOCTh BEIIEeCTBA BOCCTAaHABIMBATH
KaKkoi-1100 KOMIOHEHT. ETo MOKHO Takke 0XapaKTeph30BaTh
KaK CpPaBHHUTEIBHYIO CIIOCOOHOCTH BOCCTAHOBHUTENS OTAABATh
BOJIOPOJIbI, IPHYEM KaK MPaBUIIO, 3Ta CIIOCOOHOCTH COMOCTAaB-
nsiercsa ¢ takoBod Bojopoaa (Fo). Penoxc-nmorennuman camoro
BOJIOpOAA IPUHUMAETCA 3a «HYJIb». PaccuntsiBaercs oH mpu pH
7, 25°C, B pactBope 1 MmomspHoi konuenTtparuu (1.0 atom
BOJIOpOAa B pacTBope), moreHnuan Bogopoaa -0.417B. [70].
BemectBo, nMmeroliee HeraTuBHOe 3HaueHue Fo sBisiercs myy-
MM JIOHOPOM, 4eM Bojaopoa. Y HaoO0poT, BEIIECTBO, NMEIO-
1iee MOJIOKUTENbHBINA PEAOKC-MIOTCHIINAN, SBISETCS XYM
4eM BOJOPOJ] BOCCTAHOBHUTEJIEM — TaKO€ BEIIECTBO OyJeT
CKOpee BCEro BBICTYyNaTb B PEAKIUH B POJIM OKHCIUTEINS.
JIBM>KeHHE TIPOUCXOAMT OT O0JIee AIIEKTPOHETATUBHBIX KOMIIO-
HEHTOB (BOCCTaHOBUTEJEH) K 60JjIee IIeKTPONO3UTHBHOMY KHUC-
nopoxny (okucnurento). [Ipu mepexoae U3 BOCCTAHOBIEHHOTO
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COCTOSIHUSI B OKHCJICHHOE MPOUCXOIUT BBICBOOOXKIACHHUE dHEP-
T C TIEPEXOJ0M BELIeCTB B Oosiee CTaOMIBHOE COCTOSHUE,
UMEHHO 3TOT (aKkTOp U TMOAJEPKHUBAET MOTOK JJIEKTPOHOB K
3JIEKTPOHETATUBHBIM KOMIIOHEeHTaM [69, 70, 71].

CB00OOHYIO PHEPTHIO MOKHO MIPEJICTABUTH B BUJIE€ SHEPTUH,
3amacaeMoil B XMMHYECKHX CBS3SIX BEIIECTBA, KOTOpas MpHU
paspbiBe 3THUX CBS3€il MpeBpalaeTcss B CBOOOJHO KOHBEPTHU-
pyromMyto GopMmy SHEPTHH, OTYETO STOT BU SHEPTUU H MOy IHIT
Ha3BaHUE “CBOOOJHON ZHEprum» [72, 73].

Korga MbI TOBOpUM «JIOHOp» WJIM «aKILENTOP» BOAOPOJA,
3TH TEPMHUHBI HE BBIPAKAIOT KOJIMYECTBA DHEPIUHU, IiepeaaBae-
MO B peakuuu. Tak, U3BECTHO YTO XOTS BOCCTAHOBUTEIIbHBIN
KOMITOHEHT U TepeJlaeT CBOWM BOJOPOJA Ha OKHCIUTENb, HO OH
caM TOoXe 00J1aaeT HEKOeH CIIOCOOHOCTRIO IPUHUMATH U yJIEp-
KHUBaATh BOAOPOIbL. [IpoCcTO B TaHHOM OKMCIUTEIHHO-BOCCTAHO-
BUTENILHOW TIape BEIIECTBO, 00Jiee MPOYHO CBSA3BIBAIOIIEE IIEK-
TPOHBI POSIBISET CBOIO CIIOCOOHOCTH MPUHUMATD 3JIEKTPOH OT
BOCCTAHOBUTENSI M BBICTYMAET B poiu okuciautens. [lockoiabky
CIOCOOHOCTh MPUHUMATH (WIJTH TEPSATH) SJEKTPOHBI MOKET OBIThH
nu3MepeHa B BoabTax (B), oTa BennunHa 1 BeIpaXkaeT BEIUUUHY
OKHUCJIUTEIbHO-BOCCTAHOBUTENILHOTO ToTeHuana. g yaob-
CTBA MOTCHIIMAN OOJIBITUHCTBA MAP U3MEPSETCS OTHOCHTEIHHO
OOUIETPUHATOrO CTaHJAPTa, KAKOBBIM SBIISETCS BOIOPOIHBIH
3IEKTPOJ. BOJIIBIIMHCTBO 3TUX U3MEPEHNUI, KAK U ISl BOLOPOJA,
MIPOM3BOJUTCS B CTAHJAPTHBIX YCJIOBHSX, a UMeHHO: B 1.0 M
(MOJIIpHOM) PaCTBOPE OKHUCIIUTENS U BOCCTAHOBUTEIIS MPU TEM-
nepatype 25°C u B HeuTpansHO#l cpene (pH=7). Bomopoaubrit
AJIEKTPOJ MPEJCTABIECH Ta3000pa3HBIM BOJOPOIOM IIPH JaBiie-
Huu B 1 atmocdep u ipu temneparype 25°C, koraa KOHIICHTpa-
st [H'] paBua 1 M. Kak MbI yke oT™Medau Bbiire, korga pH
noxoaut po 7.0, t.e. [H] = 107 M, 3HaueHHE BOJIOPOJIHOTO
anektpona pasHo -0,417 (~ -0. 42) B. BoccranoBurenbHbIi
MOTEHIIUAJ TPAHCTIOPTUPYIOIIUX SJIEKTPOHBI KOMIOHEHTOB E’o
JaH B HUXkecnenayoen Tadnaune. YeM Boiiie 3HaueHue E’q (B
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BOJIbTAX), TEM CHJIbHEE OKCHAAHT U TeM OOJIbIlEe ero crocoo-
HOCTb [IEPEHUMATD AIEKTPOHBI. BemecTtBo ¢ MenbuM E’Q, uem
KOMIIOHEHT €ro Mapbl, B JaHHOH Mape BBICTYNA€T BOCCTAHOBU-
TE€JIEM, WU JOHOPOM IIPOTOHOB U 3JIEKTPOHOB.

Tabn. 5. OKHCIUTENBHO-BOCCTAHOBUTENBHBIE TOTEHIIUATBI
koMIoHeHTOB L[IID (naHHBIE NpPUBEAEHBI KacaTEJIbHO ABYX-
AJIEKTPOHHOTO TpaHcnopTa npu pH=7 u Temmnepatype 25-30°C).

Coenunenne B Coenunenne B E’., B
peaKiun B KauyecTBe PeaKliH B KayecTBe
OKHCJIUTEJIA BOCCTAHOBHTEJISA

2H+ H: -0.42
HAJI+ HAJI-H> -0.32
HAJID+ HAJ1®-H2 -0.32
OAl; PMH DAJI-H2; ®DMH-H2 -0.12
Kosnzum Q Kosnzum QH2 +0.04

Lutoxpom b (Fe™) Lutoxpom b (Fe™) +0.07
uroxpom Ci (Fe™?) Huroxpom Ci (Fe*?) +0.23
Lutoxpom a (Fe™) Luroxpom a (Fe*?) +0.29
[uroxpom a3 (Fe™) Huroxpowm a3 (Fe™?) +0.55
7% O2 H20 +0.82

Kak cranoButcs sicHbIM U3 Tabmuisl S5, mapa HAJ[ + H /
HAJZI" (penokc-norenman = —0,32 B) J1erko 0TIaeT CBOM dJIeK-
TPOHBI CPAaBHUTEIHHO 0OJIee TOJOKUTEIHHON OKUCIUTEIHHO-
BoccTtaHoBUuTenbHOM mape DA JI/DAJIH2 (BoccTaHOBUTEIBLHBIN
noteniman = —0,12 B).

VYpaBHenne XeHaepcoHa-Xazeab0axa ONMHUCHIBAET CBS3b
Mexay pH ¥ KOHCTaHTON AUCCOLMALIMM KOMIIOHEHTOB OKHUCIIU-
TEJIbHO-BOCCTAHOBUTENILHOM Napsl [74, 75]:

2.3RT OKHCJIUTED

E,=E,+ log , TIIE
nT BOCCTAaHOBUTEIb

E’0 — 2TO cTammapTHBIN penoKc-MOTeHIMan (BOCCTAaHOBH-
TeIbHBIN OTEHIUA),
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En - HaGmrogaemsiil Ha anekTpoe noteHnuan. Eh 3aBucut
ot pH cpenpl.

R - 310 YHUBepcanbHas razoBasi nocrosiuuas, = 8,314 462
618 153 24 JIx/(monb-K)

T - asr0 abcomoTHass Temmepatypa B KenbBuHAaX,
N - 3TO KOJUYECTBO TPAHCIOPTUPYEMBIX 3IEKTPOHOB, F - 31O
yucno Dapanes = 9,6485-107 Kn AHanorudHo, ypaBHEHHE
Hepucra [73, 74] noka3plBaeT B3aUMOCBSI3b MEXIY CTaHAApT-
HBIM peIOKC-IOTeHIHaIoM E’o M pemoKc-IoTeHIHaaoM, Ha-
OJIF0/TaeMBIM TIPH JIFO00U BHIOOPOYHONM KOHIIEHTPALUU JJIS Pe-
JIOKC-TIaphl, & TAK)KE COOTHOILLIEHUE KOHIICHTPAIIUI OKUCIUTENS
1 BoccTaHoBUTENs. MI3MeHeHue sHepruu, KOor/a rnepeaada J1eK-
TPOHOB MPOUCXOJUT B OTIUYHBIX OT CTAaHJAPTHBHIX YCJIOBHUSX,
BEIUHCIsieTCs 1o ¢popmyiie HepHera:

. 0.06 OKHUCIIATEND
E, =FE, - log
n BOCCTAaHOBHUTEID

, 20€ N - MO KOAUYeCMBEO MPAHCIOPMUPYEMBLX IAEKMPOHOS,
Eh — anexmpooustii nomenyuan, Eo’ — cmanoapmuolil 21eKmpooHbliL
nomenyuan, usmepsiemcs 8 Boromax.

1.8. KommoHeHTHI LHEIH MEePEeHOoCa 3JICKTPOHOB

Pacnonmarasice B mocnemoBarenbHocTn HAJIH2 — kom-
mwiekc [ — koau3um Q — komruiekc IIl— muroxpom ¢ — Kom-
wiekc [V — Oz, KOMIOHEHTHI IeNM NepeHoca 3JIEKTPOHOB B
MHUTOXOH/PUSAX 00eCHeunBalOT MaKCUMaJIbHO BO3MOKHOE
W3BJICYCHHE JHEPIMM M3 IEPENaBacMoOro Io LENH BOIOpoAa
[76]. IlepBeie 4 kommiekca I - IV pacnosioskeHbl TUHEMHO B
TOJILIE BHYTPEHHEH MeMOpaHbl MHUTOXOHApPUH, TOrja Kak V
KOMILJIEKC TPUOOBHUIHO BBICTYIIA€T B MAaTPUKC, HA TOBEPXHOCTh
BHyTpeHHel MmemOpaHsbl. ['onoBka V kommekca Fi HanpaBiena
B CTOPOHY MaTpHUKca, 6a3aabHas k€ YacTh KOMIUIEKCa MOTpyxkKe-
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Ha B JIMIIUJIHBIN cl10M MeMOpaHbl. UyBCTBUTEIBHBIA K OJUTO-
MUIIMHY KOH(MOPMAIIMOHHBIN OENOK SBISETCS CTEPKHEM 3TOTO
koMmIuiekca. Kak BUgHO 13 pucyHka 17, mOMUMO yHOMSHYTBIX
BBIIIE YEThIpeX KoMmIuiekcoB, B L[IID umeroTcs nsOuimbHbIE,
cBOOO/IHO TJIaBAIOIIKE B TOJIIIE MEMOpPaHbl KOMIIOHEHTHI:

MATPWUKC
evieTpaTig
Meanar HALY ==
fMwpysar L j1AJ{H;
HaouuTpar
Tnyvamar

A

DAl = { CykymHaT

DAJIH; Auun KoA evherpaTu
DH2 D e Fnuuyepon=3=thochar ALND+Pi AT® +HaC

Vs D Komnnekc Il - cykumnHaT-
NAD* NADH+H* DHp -ACTUAPOreHasa 4120, 2H*

1)1 MADH-
AerwaporeHasa
UnToxpom-
-oxcHaaza

4nt
~

MexmembGpaHHOE NMPOCTPAHCTBO

Puc.17. Cxema yenu nepernoca snekmponos (L{I13) 6 mumoxonopusix

310 KO3H3UM Q u nuroxpom C. Kosuzum Q npeiicTByeT Kak
yenHoOK Mexay komruiekcamu [ um III, a Takxke mexay Kowm-
mexcami II u 111, kpoMe TOro oH EpeHOCUT IIMEKTPOHBI MEXKIY
HEKOTOPBIMH JAPYTUMH KOMIIOHEHTaMH MeMOpaHbI, KOTOPHIE
TOXKE JIOCTAaTOYHO CBOOOJTHO ABIIKYTCS B TOJNIIE MEMOpaHBI.
Hurtoxpom C ke sBisieTcsl YeTHOKOM Mexay komriekcamu 11
u IV. HAJIH2 pearupyeT TOIbKO ¢ KOMIUIEKCOM I, 1 HU ¢ KakuM
JIPYTUM KOMIIOHEHTOM Kpome Hero. TouHo Tak >xe DAJIH:
pearupyer ToJibKo ¢ KomIuiekcom I1.

KoMImoHeHThI ApIXaTenbHOW IeNU HAXOIATCS BO BHYTPEH-
HEel MeMOpaHe MHUTOXOHAPUH B BHIE OCIKOBO-IUMUIHBIX
KOMIUIEKCOB, KOTOpbIE Kak Obl MpOIIMBAIOT MeMOpaHy. Jlumib
kodH3uM Q (KoQ) u muroxpom C, B OTIIMYHE OT BCTPOCHHBIX B
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MeMOpany komiuiekcoB LI[ID He UMEIOT CTPOro MOCTOSHHOTO
MECTa B TOJIE MEMOpPAHBI.

Kak Opimo oTMeueHo Bbile, ()EPMEHTHI, Ha3bIBa€MbIC
JETUPOreHa3amMmu, KaTaIU3UpyOT MIEPEHOC NMPOTOHOB U AJIEK-
TPOHOB OT OKHCIIIEMBIX CcyOCcTpaTOoB B OCHOBHOM Ha HAJI+.
Boccranosnennsiiit HA I+, T.e. HAJIH>2, 3aTem okucmisercs moxa
nericreBuem ®MH-conepkamero dhepmenrta, HAJI+-aerunpore-
Hasbl Jlanmee ®MH-conepxkammii pepMEHT IIEPEHOCUT BOCCTA-
HOBUTEIIbHBIE SKBUBAJICHTHI, T.€. 3JeKTpoHbl, Ha KoQ. Ilocie
3TOr0 3JIEKTPOHBI NEPENAIOTCA Yepe3 psii LMUTOXPOMOB Ha
MOJIEKYJISIpHBIM Kuciopol. HemocpeAcTBEHHO Ha KHCIOPOL
BOCCTAHOBUTEJIbHBIE AIKBHUBAJIEHTHl NEPENAET TEPMUHAIbHBII
[UTOXPOM — IIUT aa3. B oTiamune OT ocTajabHBIX UTOXPOMOB,
COJIeprKaliX JKEeJe30, KaK U BCE OCTaJIbHbIE OKCUAA3BI, LIUTO-
XpOM aa3 JOTMOJIHUTEIBHO COJAEPKUT HOH MEIH.

UccnenoBanue in vivo npimanied MUTOXOHAPUU BBISIBUIIO,
YTO Korja cyOCTpaTbl OKHCISIOTCA B JIBIXaTENbHON IIeMH
opranusma uepes nocpeactso HA/I-3aBucUMBIX JeruaporeHas,
B coctaB AJI® BkiroyaeTcst camoe Oosibiiee — 2.5 MoJIb Heopra-
HUYecKoro ¢ocdara ¢ rem yToOs! 006pazoBats 2.5ATD. OgHako
in vitro B JaHHOM IpOI1IecCe MOKET 00pPa30BBIBATHCA 3 MOJIEKY-
ael AT®. Korpa xe okucienue B nenu GpochoprinpoBaHUs
MIPOUCXOUT MOCPEACTBOM JETUIPOreHas3, CBSI3aHHBIX ¢ (iaBo-
IIPOTEMHOM, a B YacTHOCTH Ye€pe3 CYKIMHATIErHJIporeHasy
(CAIN), obpazyercs He Oomyee 1.5. Moab AT® (in vitro MOXeT
o6pazoBeiBaThes 2 AT®). D10 03HAYAET, YTO BOMPEKH LIMPOKO
pacnpocTpaHEeHHOMY MHEHHUIO O TOM, 4YTO MpPH OKHCICHUH
cyoctparoB B LIIID mocpenctsom HAJl u ®AJl obpasyercs
cooTBeTcTBeHHO 3 1 2 MoJekynsl AT® [3, 11, 12, 77, 78] (uto
JNEUCTBUTENBFHO MPOUCXOJIUT, HO TOJBKO B MHTAKTHBIX MHTO-
XOHJPUSX, in Vitro), B pealbHOCTH B YEJIOBEYECKOM OpraHHU3ME,
T.€. in ViVo MBI UIMEEM JIE€JI0 C MEHBILIEH IPOU3BOIUTEILHOCTBIO
LIID, npu xoTopoit MakcuMalibHbI Bbixoa AT® paBeH 2.5 u
1.5. moib AT® mpu oxucnenuu nocpeactsom HAJ[ u ®AJ
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cooTBeTCTBeHHO [4, 7, 75, 79]. OcraBmascs cBoOOHAs dHEP-
rusi, KoTopas He nepemwia B coctaB AT®, BeicBOOOXKAaeTCA B
BUJIE TeIlIa, MOAJEPKUBasg TEeMIepaTypy Teia TEIUIOKPOBHBIX
OpPraHHU3MOB.

CoBokynHoCTb Bcex peakiuii LII1D nHorna Ha3pIBaroT Tak-
K€ OKHCIHUTENbHBIM (ochoprnIMpoBaHUEM Ha YpPOBHE JbIXa-
TenbHOU 1enu. CTeneHb aKTUBHOCTU ABIXaHHUS MUTOXOHAPHUI
MOXKET perynupoBarbcsi KoHueHTpanuedt AJI®. Ilpu npowus-
BEICHUHM KJIETKOM paboTel AT® akTUBHO mpeBpaimiaercs B
AJ1®, yBennuenue xe KoHueHtpauuu AJI® Bener k cTuMyiu-
POBaHMIO TKAHEBOTO JIbIXaHUS, 1 B KOHEYHOM UTOT€ — K MOIOJI-
HeHuto 3amacoB AT®. [lo 3Toil mpuuMHE 3a HCKIIOYEHUEM
AKCTpPEMaJbHbIX CUTyalluid, KoHieHTpauus AT®D B KiIeTke B
HOpME TOJAJIEP’)KUBAETCA Ha MOCTOSHHOM YPOBHE, IOCKOJBKY
KaK MpaBWJIO KOJMYECTBO cuHTe3upyemoro ATD cooTsert-
CTBYeT KonuuecTBy notpednenHoro AT®. HMckmouenue coc-
TaBJISIOT COCTOSIHUSL MHTEHCUBHOM (PU3NYECKON HArpy3KH, KOT-
Ja IMyJ MaKpO3pIMUeCKUX COEAVUHEHUH HCTOILIAETCS 3a CYET
MHUOKHHA3HOH peaknuu: B 3To Bpems 2AJ[D obpasytor ATD u
AM®, nockonbky ne3amuHupysicb AM® mnpeBpamiaercs B
MHO3UH MOHOOC)AT U yAalseTcs U3 OpraHu3Ma, CHIKas Co-
JepKaHue B KJIeTKe Hykieo3ua ocdatos [3].

Kak Obu10 cka3zaHo Bblle, OCBOOOXKIECHUE COAepKaIlIencs B
NPOTOHAX M DJEKTPOHAX CBOOOMHOW SHEPTrUM MPOHCXOIHUT
MOCTETIEHHO, Y COSMHSIETCSI C KUCIOPOJOM YXKe HACTOIBKO 00e-
JTHEHHBIA SHEPruel AIIEKTPOH, YTO OH YXKE HE CIOCcOOEH BBI3-
BaTh B3PbIB, KAK 3TO MMPOUCXOIUIIO OBl MPH HEMOCPEICTBEHHOM
COEIMHEHHUH KUCJIOPO/a C BOJOPOAOM [76].

Utak, meonenHoe N3BIEUEHUE SYHEPTUU BOJIOPOJAA MO3BOJ-
S€T 3aIlUTUTh MUTOXOH/IPUH OT MOBPEXKIEHUS, KOTOPOE MOIJIO
Obl BOBHUKHYTH ITPU Xa0THYECKOM coenHeHuH MoJieys Hz u Oa.
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1.8.1. Ocobennoctu ¢pepmenton LI

Paccmotpum paboty LIID Gonee mompoOHO. Brime yxe
OBLJIO YIMOMSIHYTO, 4YTO OKHCJIUTEIHHO-BOCCTAHOBUTEIBHBIC
(epMEeHTHI TIOTPYKEHBI BO BHYTPEHHIOIO MEMOpaHy MHUTOXOH-
JPUH U OPTaHU30BaHBI B 5 KOMIUICKCOB. KaXKblil MepeHOCUHK
MIPOTOHOB TIEPEACT AMEKTPOHBI OT MPEABIIYIIETO cyOcTpaTa K
MOCJIEAYIONIEMY TIEPEHOCUMKY, YTO Ha CaMOM JIeJI€ acCOIlU-
HpyeTcs ¢ mepeaaueid cBOOOHON SHEPTUH, U BCE MEPEHOCUUKHU
coequHEHBI B KoMIuiekchl. Haumnas ot I kommmekca u jgo 1V,
BCE OHHU PACIOJIOKEHBI JIMHCWHO U TMOTPY>KEHBI B TOJIIY BHYT-
peHHell MeMOpaHBbI, TOT/Ia Kak KOMIUIEKC V pacroJiaraetcsl Ha
BHEITHEH MOBEPXHOCTH KPUCT M TIOTPYKEH BO BHYTPEHHIOIO
MeMOpaHy JIMIIb CJIErKa: TOJIOBKAa KOMILIEKca V HampaBicHa
BHYTpPb MAaTPUKCA, CaM K€ KOMIUICKC SIBIISIETCS MPOIOJDKEHUEM
JIMHUHW TIEPEHOCUYUKOB JIEKTPOHOB (puc. 18).

MEXMEMBPAHHOE [TPOCTPAHCTBO

Koamaexc I Koxmnerc I Kosrmaene IV

SAH
£FeS

HAT" HAIH:
cyrmmar  dysapar

21
FeS

MATPHKC
Kosmaexe I

Pr+ AP AT®

Hsomrrpar KT
a-KI' CympnmaKoA
VK

Maaatr

Puc.18. Cnasxcennas paboma KomMniekcos oblxameibHoU Yen.

Kommekc I, HAJIH2 neruaporenasHbiii  KoMmruiekc (puc.
19) =310 camplii OONBIIONW W3 JBIXaTENbHBIX (HEPMEHTHBIX
KoMIuiekcoB. OH uMeeT MoJIeKyJsipHyo Maccy cBbitie 800 k/a,
coctonT u3 Oonee 22 monunenTuaHbix nemneid. Kommiekc [
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coctouT He Toibko u3 HAJIH2- nerunporenassl ¢ mpocreTuyec-
kol rpynmnoit ®MH B Hell, HO U coaepkKUT Takxke oT 16 no 24
xene3o-cepHbix Fe-S 6enkoB. CormacHo JaHHBIM HEKOTOPBIX
uctouHukoB, HA/ITH> nerunporeHasHblii KOMIUIEKC COAEPKUT 5
xene3o-cepHbiXx (FexS2u FesSs) Genkxor [75, 76]. Oxomo
40 % TPOTOHHOTO TpaJMEHTa, HEOOXOIUMOTO [IJIsl CHHTe-
3a AT®, co3natorca komiuiekcoMm l. Ilpu oxucnenun HAJIH>
KoMIUIeKC | mepeHOCUT U3 MaTpukca B MEXMEMOpaHHOE Mpo-
cTpaHcTBO ueTbipe npoToHa. HAJIH-merunporeHasHbiii KOM-
wieke orbupaer y HAJIH2 nBa snekTpoHa U MEpEeHOCUT HUX
Ha yOuxuHoH. Bce mpocternyeckue rpymnmsl koMiviekca | Ha-
XOmATCA B TepuepruueckoM BOAOPACTBOPUMOM JOMEHE, Yy
MJIEKOTUTAIONINX UX BoceMb. CeMb KJIacTepoB 00pa3yloT JJIeK-
TPOH-TPAHCIIOPTHYIO LIENb ¢ JIMHOM B ~96 A ot ®MH, koTopas
TSHETCS JI0 MecTa CBsA3bIBaHUA yOuxuHoOHA. CuuTaeTcs, 4To
IIEPEHOC JIEKTPOHOB B 3TOM OTPE3KE

ovH W

n olm

o—F |
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Puc. 19. HAJ[H,
de2uopozeHasnblil
xomnaexc LI13. Puc. 19.
HAJIH> oecudpocenasmuiii
xomnaexc LI13.

FEH O
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HII9 npoucxonut no nytu: HA/IH2 — ®MH — N3 — N
— N4 — N5 — Nea — Neb — N2 — Q.

CHayasia TpPOMCXONUT IMepelaya IBYX OJIEKTPOHOB Ha
¢maBuH, a 3aTEM OHU IO OJHOMY TEPENAIOTCS Yepe3 KIIacTephl
K MECTY CBSI3bIBaHHUSI XMHOHA U BOCCTAHABIUBAIOT YOUXUHOH JI0
cocrosiHus Q2.

Knacrep Nia pacmonaraercs Hemaneko OT (hJIaBUHOBO-
ro KoakTopa, OH CTAOMJICH Y MHOTHX BHUIOB; IPEIIONATAIOT, YTO
OH peryaupyeT KOHTPOJIb CKOPOCTH TPAHCHOPTa SJIEKTPOHOB.
CymiecTByeT MOAEINb, COTJIACHO KOTOPOW OJJMH U3 3JIEKTPOHOB OT
(1aBUHA UET 10 OCHOBHOMY ITyTH Ha XWHOH, a JIPyroi 3amaca-
ercsi B Kiactepe Nia M TMO3KE BKIIOYACTCS B IPOIECC Yepes
(maBoceMUXUHOH OCHOBHOM 1enu. [Ipenmnonaraemoe 3HadyeHUe
TAaKOW MOATAITHOM Mepetayd 3JIEKTPOHA COCTOUT B TOM, UTOOBI
CHM3UTH 00pa30BaHKE aKTUBHBIX (hOPM KHCIOpO/Ia HA BOCCTAaHOB-
JICHHOM (hJIaBHHE, 2 BO3MOXKHO U MPEAOTBPATHTH CIUILIKOM OBIC-
TpOe BBICBOOOKICHUE SHEPTUH U3 DIIETPOHA, C TEM YTOOBI MOYKHO
66110 pon3BoUTH LT3 ¢ 6obIM k03 uIteHTOM MoIe3HOTO
nevictBus. K ToMy ke, 3TO MO3BOJISIET 70 I0JIEH CeKyH/IbI CTabu-
m3upoBath coctosiaue L{I13, xorna nocneanuii knacrep N2 Boc-
CTaHOBJICH, HO BTOPOTO 3JIEKTPOHA, YTOOBI 3aBEPILINTH BOCCTAaHOB-
neHre yOuXuHOHA Toka HeT. YacTh KiacTepoB, Takue Kak N3, Nau
N6 a IMEIOT BBICOKUH OKUCITUTEIbHO-BOCCTAHOBUTEIILHBIN TOTEH-
uuai Ha yposHe - 0,25 B, B To Bpemst kak Tpu Ipyrux - Niv, Ns u
Neb UMeroT Oojiee HM3KHE pelIOKC-TOTeHIUaNbl. B pesymnbrare
TaKOro TMaJCHHS W TOBBIIICHHS MOTCHIMANTA ONTHMHU3HPYETCS
CKOPOCTbh TPAHCIOPTA JIEKTPOHA: HMHOIZIA YCKOpSAETCS, WHOrIa
TOPMO3HTCSI, ¥ 3TO MO3BOJISIET HOOUTHCS Ooree 3ddexTrBHOTO
nepe”oca 3Hepruu [ 78].

Knactep Ns xapakrepusyercst 4yTh JU HE CaMbIM HU3KUM
MOTEHIIUAJIOM, U3-3a YETr0 U JIUIMUTUPYET CKOPOCTH OOIIEro mo-
TOKa 3JIEKTPOHOB II0 BCEW Lienu. BMeCTO XapaKTepHBIX IS
KEJIE30CEePHBIX IIEHTPOB JIMTAHJIOB C YETBIPbMS OCTaTKa-
MU [IUCTEHHA, OH CBS3aH C TPEMs OCTaTKaMU LUCTEHUHA, OJHUM
OCTaTKOM TUCTUANHA U OKPYXEH 3apsDKEHHBIMH IOJISIPHBIMU
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OCTaTKaMU, HECMOTPSI Ha TO YTO HAXOAUTCS B ITyOHHE (hepMeH-
Ta [78, 80, 81]. TepmuHanbHbIA KIacTep Henu - N2 ToKe UMeeT
HEXapaKTepHbIE MMl JKeNe30-CepHBIX OEIKOB JMTaHbl, HO
HMMEET CaMblid BBICOKHUN PEIOKC-IOTEHIHUAI CPEIA BCEX KJIACTe-
pog: ot -0,1 10 -0,15 B. Tak, oH CBsA3aH ¢ YEThIPbMS OCTaTKAMH
[IUCTEHHA, PACTIONIOKEHHBIMH B TIOJUTIENITHIHOM 1IN TIOCTIEI0-
BaTeJIbHO, YTO TIOMOTAET €My MPUHATH HANPSKHHYIO KOH(OP-
MAITUIO U TTOJTHATHCS Ha CaMbIii BBICOKHH YPOBEHh BOCCTAHOBU-
TeabHOro noTeHnuana. [Ipu ero BoccraHOBIEHNUN OJTHOBPEMEH-
HO TMPOUCXOIAT KOH(POPMAIIMOHHBIE W3MEHEHHS COCEIHUX
ueneit. Kiacrep N7 siBisiercss yacTbio komruiekca | Tonbko y
HEKOTOPBIX OakTepuii. OH 3HAYUTENHHO yHaItH OT OCTATHHBIX
KJIACTEPOB, TaK YTO HE MOKET OOMEHHMBATHCSI C HUMU 3JIEKTPO-
HamMH. B HEKOTOpBIX OakTepHaTbHBIX KOMILIEKCaX HANoJo0ue
KoMIuiekca [, Mmexxty N7 M OCTaJIbHBIMH KJIacTepaMH HaXOUTCs
4eThIpe OCcTaTKa IucTenHa. B komrekce [ u3 6akrepun Aquifex
aeolicus umeeTcs coequHsIONMI N7 ¢ OCTaNbHBIMU KIacTepamMu
nonosnHuTenbHbIN [FesS4] kmactep. Bunumo, xommiexe I u3
Aquifex aeolicus, nHapsiny ¢ HAJIH2 MoxeT ucnonp30BaTh HHOM
CcyOCTpar I MOJIy9eHUS DJICKTPOHOB, U ATOT cyOcTpar mepe-
JaeT JIeKTpoHBI uepes N7 [82].

HA/IH-nerunporenasusiii KoMIjieke paboTaeT Kak MpOTOH-
Has rmomma:; Ha Kax el okucieHHbiidi HAJIH u BoccTaHOBIEH-
HbIi yOuxwHOH (Q uepe3 MeMOpaHy B MEKMEMOpaHHOE
MPOCTPAHCTBO MEPEKAYMBAIOTCS YEeThIpe MpoToHa [79, 80].

HAJTH+H +Q+4H— HAJI'+QH2+4H"
BHYTpM CHapyXwu oT
MaTpukca

Kak M cTpaHHO, HO peakIus, KaTalu3upyemas KOMIUICK-
com | (adpobHOE CyKIIMHAT-UHAYIIUPOBAHHOE BOCCTAHOBJICHUE
HAJT"), oOpatuma. Tak, 0OBIHO KOIJa MHOIO CyKIMHATa, HO
MaJio I1aBeJIEBOYKCYCHOM WK S10JI0YHOM KUCIIOThI, HA MeMOpa-
HE YCTaHaBJIMBAETCS BHICOKHIA TOTEHIIMAN, U BEChb YOUXHHOHHA-
XOIMUTCS B BOCCTAHOBIIEHHOM COCTOSIHMHU. Torjga xomruiekc |
MOXKET TPOU3BOAWTH OOPATHYIO PEaKIMI0, BOCCTaHABIMBAs
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HAJI', ¥ Tora mpoTOHbI 3aTAIKUBAIOTCA OOPATHO B MATPHUKC.
[TocTaBmMKaMu 3JIEKTPOHOB JUIsl YOMXUHOHA SBISAIOTCSA (hep-
MEeHThl: MUTOXOHApPHANbHAS TUTHIPOOPOTAT-AETUIPOreHasa,
CYyKIMHAT aeruaporeHaza u T.1. CpoactBo komiuiekca [ k
yOMXWHOHY TOBBIIIAETCS B YCJIOBHUSIX BBICOKOTO MPOTOHHOTO
rpajiieHTa, KOTJa CHUXKAETCS PEeIOKC-TIOTEHINAl YOHMXUHOHA,
YTO U CTAHOBUTCS CTUMYJIOM TPAHCIIOPTA AJIEKTPOHOB 0OPaTHO
k HAJI [81].9T0T heHOMEH MOKHO HAOIIOAATH B JIAOOPATOPUH,
HO HaJIM4Me ero B )KMBOMU KIIETKE HE I0Ka3aHo.

B xiieTke B HOpMe Ipoliecc nepeadu dJIEKTPOHOB MpPOTe-
KaeT Mo HikeonucanHo cxeme. Korma mnpocreruueckas
rpymnmna koMiiekca [ cBsA3bIBacTCs ¢ MPOCTETUYECKOUW IPYIIION
¢bnaBuH-copepxaiiero ¢pepmenta, ®MH TyT ke BoccTaHaBIH-
Baercs 1o ®MH-H2, a HAJIH2 okucnsiercs no HAI+. ITocrosin-
HOE BoOccTaHOBiIeHHEe U okuciaeHune HAJ[+ mo3Bomser emy
urpath poib 3Heprerudeckoro uenHoka. Korma HAJIH2 nepe-
JlaeT CBOU 3JIeKTpoHBI Ha (uaBonporena, ®PMH npunumaer ux
or HAJIHz2: or HA/IH2 ®MH npunnMaer 2 31eKTpoHa U OAMH
BOJZIOPOJ, @ BTOPOIl MPOTOH OH OepeT u3 Marpukca. byayuu
BOCCTaHOBJIEHHBIM 110 coctosinug ®MH-Hz, xommneke I nepe-
JlaeT DJIEKTPOHBI Ha CEpOcoJiepiKalie Ok, KOTOphIe TaKxke
SBJIAIOTCS YaCThIO KOMILIEKCA [, IPOTOHBI Jk€ MPU ITOM BbITAJI-
KMBAIOTCS B MEXMEMOpaHHOE MpPOCTPaHCTBO. B koHeuHOM
UTOTE IEKTPOHBI NIEPEAIOTCS OT CEPOCOJAEPKAIIMNX OEIKOB Ha
KoQ. Ot KoQ snextponsl nepenarorcsa Ha komiuieke 11, acco-
LIUAPOBAHHBIN C IPYrof NPOTOH-TPAHCIOKA3HOW CUCTEMOM.

[Iupoko W3BECTHBI HMHTUOMTOpP KoMmIuiekca | poTeHOH
NPUMEHSEeTCS Ha MPaKTHKE B KaYeCTBE MecTHIHAa. ITo u3odia-
BOHOUJT M3 KOpHEHl TPOMUYECKUX pacTeHuil pona Aumowus
(Loganiaceae), Derris w Lonchocarpus (Fabaceae). Porenon
M3JIaBHA HUCIIONIb3YETCs KaK MHCEKTULIU U PHIOHBIN A/1: UHEH-
ubl FOxHOM AMEpHKH UCTIOJIB30BAIM POTECHOH-COEpPIKAIINE
pactenus st joBiau peid eme B XVII Bexe [83]. Porenon
B3aMMOJICHCTBYET C YYacCTKOM CBSI3bIBaHHS YOMXMHOHA U
KOHKYpHpYeT ¢ cyocTpaTtoM. lHTepeceH (akT, yTo moiaBiaecHe
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KOMIUIeKca | pOTEeHOHOM MOXET CIPOBOLIUPOBATH CEIEKTUBHOE
OTMHUpPaHUE UMEHHO A0(haMUHEPIHYecKHX HEHpoHOB [83, 84].
Cx0xuM 00pa30oM JEHCTBYET U APYTOU CXOXKUN C YOMXUHOHOM-
MOIIHBIA UHTUOUTOP KoMIUiekca I, muepuruand A (puc. 20).

Puc. 20. ITuepuyuoun A.

K sr0i1 xe rpynne MHTHOUTOPOB OTHOCHUTCS U MPOU3BOJHOE
OapOuTypoBoit kucnoThl -amutan Hatpus [83]. ['mapodoOHbIE
MHTHOUTOPHI POTEHOH M MUEPUIIUANH MPEMSITCTBYIOT IEPEHOCY
3JIEKTPOHA C TEPMHHAIBHOTO Kiactepa N2 kommuiekca [ Ha
youxuHoH [82, 83]. Eme omHo Omokupyromiee Komruiekc [
BEIIECTBO, aJIcHO3UHIuocaT-prdo3a, SBISETCS KOHKYPEHT-
HBIM UHTHOUTOpOM B peakuuu okucienus HAJIH2. Ona cBsi3bI-
BaeTcs ¢ (PEPMEHTOM B MECTe CBs3bIBaHUs Hykieotuaa DAJ]
[85]. AHTHmnaGeTwyeckuil mpenapaT METHOPMHUH SBIISCTCS
YMEpPEHHBIM HHTUOUTOpOM Komiiekca | [86], a ogHumMu u3
CaMbIX CHJIbHBIX HHTMOUTOPOB KOMILIEKca | SBISIOTCS BeLecT-
Ba U3 CEMENCTBA alleTOr€HUHOB (puc. 21), MOCKOIBbKY OHH
00pa3yloT XUMHYECKHE CIIUBKYU ¢ cyObeauuuiiei NDo.

Puc.21. Ayemoecenun ysapuyun
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OT0T 00HAPYKEHHBIA YUYeHBIMH (DAKT yKa3bIBAET HA TO, YTO
ND:2 Heobxoaum [1s cBsi3bIBaHus youxuHoHa [87]. Uarudurop
KoMIUIeKca | aleroreHuH poJITMHHACTAaTUH-2 CBS3BIBACTCS B
HIID B MmecTe, OTIMYHOM OT poTeHOHA [88].

Kommekc I, cyknuHat neruaporenasa, sBIsIeTCs OT/IEb-
HOM crapToBoii Toukoi B LIIID, u mpu nepenaye 371€KTOHOB
MOCPEACTBOM LIeTIH, OepyIIei Hayano OT CYKIMHAT JerHapore-
Ha3bl, SHEPTUH 00pa3yeTCsi HECKOJIbKO MEHbIIIE, YeM IMpH Iepe-
naye ux nocpeactsoM HAJl-neruaporenasznoii cucremsl. Kom-
wiekc [ mpencrasnen @A/Jl-Hz- coneprkaieit cykumHaT Jeru-
poreHasoii ¢ koaHzumom DA /I B Hell u 6-8 xene30-cepHbiMu Fe-
S 6enkamu. Kommuieke 11 okucnser cykimnar no gymapara u
BOCCTAHABJIMBAET YOUXUHOH MO CIEIyIOIIeH cxeme:

Cykiunat + kosH3uM Q — dymapart + kosu3um QH>

DJIEKTPOHBI OT CYKIMHATa CHayaja nepeHocsaTcs Ha @A
(puc. 22), 3arem depe3 xkeine3zo-cepHble Fe-S kmacreper —
HAaKO’H3UM Q. DNEeKTpOHHBIA TPAHCHOPT B KOMILUIEKCE He
COINIPOBOXAAETCS BO3SHUKHOBEHUEM JONOJHUTEIBHOTO MTPOTOH-
HOTO TPaJIueHTa, IOTOMY YTO 00pa30BaBIIMECS ITPH OKHCICHUN
CYKLIMHATa JBa MIPOTOHA OCTAIOTCS Ha TOW )K€ CTOpOHE MeMOpa-
HBI, TJI€ U TPOMCXOJINIIAa PEaKIus, TO €CTh B MaTpUKce. JTHU JBa
IIPOTOHA NEPEXOJAT Ha XMHOH IIPU €ro BOCCTAHOBJIEHHUHU [&9,
90]. TouHBII MEXaHU3ME OKUCJICHUS CYKIIMHATa HEU3BECTECH.
W3BECTHO TOJIBKO, YTO TEOPETUYECKH, NPUCYTCTBYIOILUE B
cyosenununie A ®AJl, rmyramar-255, apruauH-286, U TUCTH-
IUH-242 MOTYT IPOU3BOJAUTH PEAKIUHM OTIIEIUIEHUS MPOTOHA.
CymiecTByeT JBa MPEANONaracMbIX MyTH 3TON peakuuu: Ex u
Elcb. B ciyyae E2 aMUHOKHCIIOTHBIE OCTaTKH C OCHOBHBIMHU
cBolicTBaMH (apruHUH-286 W THCTHAMH-242) WU ke Ko(ak-
TOpP OTUICIUISIIOT MPOTOH Yy —yriepoaa, 1 ®AJl nmpuHumaer
THIPUI-aHUOH OT [ — yriepojaa, 4TO BEAET K OKHCICHHUIO
cyknuHara B pymapar. Eciiu jxe 31eKTpOHBI ABMXKYTCS IO Ty TH
Elcb, 1o cHauana ®@AJ] nmpucoeAnHsIeT TUAPUI-aHUOH, TOCTE
yero obpasyercs SHOJIbHAS opMa CyKIIMHATA.
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Puc. 22. Okucnenue cykyunama

Bo Bpemsi peakuuu IMTO30JbHBIN CyOCTpaT-CBS3BIBAIOLINI
JIOMEH CYKIMHAT-JeTUIPOreHas3bl MpPETEepHeBaeT CJeaAyIolLe
KOH(OpMallMOHHBIE W3MEHEHHS: CBS3aBIIUCH C CyOCTpaTom,
(hepMEeHT MepeXOoUT B 3aKPHITOE COCTOSIHUE, TIJIOTHO CMBIKAsCh
BOKpYT cyOcTpaTa, HO mocjie ocBoOOXaeHus1 (pymapara dep-
MEHTB OTKPBITOM BHUJIE «IIOKHUIAET HOBBIN cyOcTpaT» [91].

Onnu u3 uHruOUTOpOoB Komruiekca Il OIOKUpYrOT UEHTp
CBS3BIBAHUS CYKIIMHATA, a JPYTHEe — YYacCTOK CBSI3BIBAHUS
youxuHoHa. K BBITECHSIONUM YOUXHHOH WHTHOUTOpAM OTHO-
csTCcsl KapOOKCUH M TeHOMITpuTOpaneToH. OIHUM U3 CaMbIX
CWJIBHBIX MHTHOUTOpPOB KoMmIuiekca Il siBhsieTcs maBeneBOyK-
cycHas kuciora. K mHTHOMTOpaM, MMHUMTHPYIOIIAM CYKITHHAT
OTHOCSTCS TaKkKe S0J0YHas M MaJlOHOBast KUCIOTHI [92]. Haun-
Hasg ¢ 1960-x TO0OB BBITECHSIOMNE YOUXUHOH U3 €r0 CBS3H C
KoMIuiekcoM I MHrHOUTOPHI CTaNK UCIIOIB30BATHCS B KAUECTBE
¢byarunuaos. Hanpumep, nms eueHus 3a00JIeBaHU, BHI3BaH-
HBIX 0a3uanoMHUIIeTaMUCTe0IeBON pyKaBUMHBI, Rhizoctonia vic-
noJib3oBascs kapOokcuH. Ceituac G0JIbIIe MONB3YIOTCS (QyHTH-
nuaaMu neHtTuonupanom (puc. 23) u guryonupamom [92, 93,
94].
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Puc. 23. @yneuyuo nenmuonupao.

[ToctynuB ot kosH3uma QH2 B xommekc III, snexTponsl
nepenatorcsa gansiie. Kosnsum QH2 nepemaer oguH 371€KTpoH
Ha cepoconaepxkamuii 6enok (Fe-S), pacmonokeHHBIH mocie
Hero.

[Toreps xosu3zumom QH:2 anekTpoHa BeeT K 00pa30BaHUIO
panukanza CeMUXHHOHa, o0o3HayaeMoro kak Q-~. CeMUXMHOH
MOXET yJIep)KMBaTh MpH cebe mpoToH, 00pa3ys dopmy QH-.
[lepenaBas nmomyuyeHHbIi oT k03H3UMa QH2 31€KTPOH HALMTO-
xpom C1, Fe-S B cBot0 04epens okucinsercs, a uutoxpoMCi mpu
9TOM BOCcTaHaBiIuBaeTcs. BoccranoBineHHbIH 1UTOXpOMCI
nepenaet 3MeKTpoH Ha 1uToxpoM C.. BTopoit a5mekTpoH ¢ KosH-
suma QH2 cemMuxuHOHa TiepenaeTcs Ha IUTOXpombL (rembr),
KOTOpBI Tiepecekasi MeMOpaHy, B CBOIO OUYepe/lb MEePEAaeT ero
gyepe3 MUToXpoMbu (rembr) Ha JpyTyr0 MOJIEKYITy KodH3uMa Q,
CBSI3aHHOTO ¢ MeMOpaHoil co cTtopoHbl MaTpukca. Kosnzum Q
MIOJIHOCTBIO OKUCIISIETCS TOJIBKO OCTIE Iepeaadn BTOPOTo AJIeK-
TpPOHA Ha IUTOXpOM b. 3aTeM K0’H3UM Q MOKET AUCCOLUUPYH,
OTLIEIUIATHCSA OT MECTA CBOETO IPUCOEANHEHNS, IPUMBIKAIOIIIE-
ro kK MexxMmeMOpaHHOMY TIpocTpaHcTBY. Korja otnaBas 2 snek-
TpoHa, KooH3uM QH2 okucnsercs, 2H" BLIBOAATCS B MEXKMEM-
OpaHHOE MTPOCTPAHCTBO.
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CymiecTByeT Takke albTepHATHBHBIA MyTh  Mepeaadu
3EKTPOHOB OT K03H3MMa QH2, koria onu nepenarorcs Ha Fe-S,
a 3aTeM — Ha IUTOXpOM brL. DTO TpeOyeT coBeplICHHsI KOIH3H-
MoM Q n1Byx o6opotoB. [Tpu 3ToM cHavana kosH3UM Q, CBsI3aH-
HBIIl ¢ BHYTpeHHEH MeMOpaHOW Ha CTOpOHE, OJM3JIekKaleh K
MaTpHKCY, noiy4daet 2 anekrpoHa oT @®AJIH2 u BoccranaBimBa-
etcs 10 kosH3uma QHz. 3arem kosn3um QHz nepenaer snexpo-
HbI HA TEMBIIUTOXpoMa b 1 BeiBoauT 2 H' M3 MaTpukca B Mexk-
MeMOpaHHOE MPOCTPAHCTBO. B oCyIIecTBIEHUH 3TOrO IHKIA
yuacTtByloT 2 QH2 HO B MOCIEAYIOUIEM OKHCISAETCS TOJBKO
OJIMH U3 HUX. B 001el cI0)KHOCTH peaklnu, KaTalu3upyemMbie
komiuiekcoM III, Bkitowass Bce mepenaBaeMble KO3H3UMOM Q
ANEKTPOHBI U MPOTOHBI, MOKHO MPEICTaBUTh B BUJE CIEIYIO-
et popmyIbL:
QH,+2H" +2uT ¢ (Fe') — Q+4H+(, emenspanmoe

+2 nur ¢ (Fe2")

(oT MaTpuKca)

MPOCTPAHCTBO)

Kommiekce III — 310 xommekc b-Ci, mHaye Ha3bIBa€MBIA
bepMeHTOM YOUXUHOH: TUTOXPOM C-OKCHUIOPEAYKTa30H, a TaK-
xe QHz neruaporenasoil. 3T0T MyJIbTUOENIKOBBIN TpaHCMEM-
OpaHHBIN KOMIUIEKC KOAUPYETCS MUTOXOHJIPHAIIBHBIM U sIJIEp-
HBIM T€HOMAaMH U SIBJISIETCS] BAXKHEUIIIUM T€HEPATOPOM MPOTOH-
HOTO IrpagueHTa Ha MeMOpaHe MUTOXOHApUI. OH HAXOAUTCA Ha
BHYTpeHHEH MeMOpaHe OONBIIMHCTBA 3y-OaKTepHil, B MHTO-
XOHJPUSX BCEXPACTCHHM U KUBOTHBIX, @9POOHBIX SYKapHOT.

B crpykrype xommuiekca III DtoT xomruiekc obpasyer B
nenoMm 13 mepecekarmmx MeMOpaHy OenkoBbIX memei [91],
uMeetr Monekyisipayto maccy 500 x/la, cymiecTtByeT B BuUje
numepa. Kaxaplii MOHOMEp COAEpKHUT 3 rema, CBSA3aHHBIX C
IUTOXPOMaMHU bse2, bses, C1, 1 HETEMOBOE JKEJIE30, T.C. 2 Kele30-
cepubix Fe-S Genka. EcTh 1Ba 11eHTpa, B KOTOPBIX MOTYT CBSI3bI-
BaTbCsl XMHOHBI. OJIMH U3 HUX, Qsnem- 3TO LIEHTP, PACIIOIOKEH-
HBI MEXIy >Xelle30cepHbIM KimactepoMm 2Fe-2S u remom bL



Bce o buonocuueckom okucienuu: om «ay 00 «siy. 87

BOJM3M BHEIIHEH CTOPOHBI MeMOpaHbl, TaK 4YTO Qsuem- 3TO
LIEHTP, OOpAaIllCHHbIII B CTOPOHY MEXMEMOpPAHHOTO MPOCTPaH-
CTBa M CIO/Ia MPHUCOEIUHSIETCS] BOCCTAHOBIIEHHBIM YOMXWHOH
QHaz. [pyroii, Qeuyrp- IEHTP, CBSI3BIBACT OKUCICHHBIA YOMXUHOH
Q; OH pacmoyiokeH B OJIM3M BHYTPEHHEH CTOPOHBI MEMOpaHBI,
o0paIeHHO K MAaTPHUKCY.

Me:xxmMemMOpaHHOe MPOCTPAHCTBO
4 H

"T:-‘

l Komnnekc Il |

BHyT

zH MATPHUKC

Puc.24. Q-uuki, npousBoaumsbiil komriekcom I11.

Q-tkn moctynupoBanu [Turepom Mutuemiom (1976); on
cocTtouT u3 AByX (a3 (puc. 24). [lepas da3za rukina youxuHoHa
COCTOMT U3 CIEAYIOUINX ITAIOB:

QH: cBs3biBaercst B Qeuem- y4acTke koMmiuiekca III u
OKUCIIETCS )KeNe30CEPHBIM IeHTpoM Oernka Rieske mo cemuxu-
HOHa (Q*), Mpu dTOM YOMXWHOH TIEPENPaBIIACT JIBa MPOTOHA B
MexMeMOpaHHOE TTPOCTPAHCTBO.

2. BoccraHoBneHHBIN kene30cepHbli 1IeHTp Oenka Rieske
nepenaeT yepe3 UUToxXpoM C OAMH 31IEKTPOH Ha IJIACTOLMAHHUH.

3. Yo6uxuHoH Q cBs3bBaeTCs B Qpnyr-y4acTKe.

4. CeMUXUHOH MepeiaeT MEKTPOHBI K TeMy bL IUToXpoma
b, a rem bL mepena€T 3MeKTPOH Ha bH, U TOJIBKO MOCIE ITOTO
reM by BoccTaHaBlIMBaeT yOUXUHOH (Q TOCEMUXUHOHA.

Bropas ¢aza muknaybuxunona ¢ komruiekcom I11:

1. Bropoii QH2 cBs3piBaeTcs ¢ Qpuem - y4aCTKOM KOMILIEKCA
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I1I.

2. Eme OIMH 3JEKTPOH BOCCTAHABIMBAET CIIEIYIOLIUN
wiactonuanuH. Eie 1Ba mpoToHA NepenpaBisitoTcsl B MEXMEM-
OpaHHOE MPOCTPAHCTBO.

3. Ot buayekTpoH TmiepenaeTcss Ha CEeMUXHMHOH Qe, u
OJHOCTHIO BOCCTAHOBJEHHBINH Q% CBA3LIBAET [Ba IPOTOHA M3
MaTpuKca, npespamasics B QHa.

4. Oxkwucnennsii Q u BoccranoBineHHbli QH2 nmuddynam-
pyroT B MeMOpany [95].

Kommiekc III oxucisier BOCCTaHOBIIGHHBIM YOMXUHOH U
BoccTaHaBnuBaeT mutoxpoM C, E,' 3ToTo nporecca paBuo +0,25
V. IIpoucxoaut 3TO COrIacHO HIKECIEAYIOUIETO YPABHEHMSL:

QH:z + 2 mur C (Fe™) + 2H varpuce — Q + 2 mut C (Fe'?) +
4H+MB)KMBM6]3

TpaHCIIOPT 37EKTPOHOB B KOMILIEKCE COMPSIKEH C MEPEHO-
COM TMPOTOHOB U3 MAaTPUKCA B MEKMEMOpPaHHOE TPOCTPAHCTBO,
B pe3y/ibTaTe Yero Ha BHYTPEHHEW MeMOpaHE MUTOXOHIPHi
BO3HHMKAeT TPAJUEHT KOHIEHTpauuu mpoToHa. Ha kaxibie
1Ba AJIeKTpoHa, mepeauraroniuecs no LIID or yOuxwHoHa
1o utoxpoma C, U3 MaTpHKca MOTIOMIAIOTCS IBa TPOTOHA (00-
pasyercas QH2), um dyeThipe MPOTOHA BBICBOOOXKIAIOTCS B
MeXMeMOpaHHOe MPOCTpaHCTBO. KosH3UM(Q MOXKET Mpou3BO-
IUTHh OKUCJIEHNE-BOCCTAHOBJICHUE B HAIIPABJIEHUN YOUXUHOH <>
CEMUXUHOH <> THJIPOXUHOH:

o 0>
HCO _CHy HiCO ,/J\/CH,
o w, ] ]
HCO (OHg-CH=C—CH ) H meo” N R
oH
y6uxuHoH CEeMUXMHOH rMAPOXMHOH

Hekotopsie unrudburopsr komiuiekca Il ucnomesyrorcs
KaK pyHrunuael. K HIM OTHOCSTCS IPOU3BOIHBIE CTPOOHITYPH-
Ha, HalpuMep a30KCUCTPOOUH, SIBISIIOIIMNICA WHIHOUTOPOM
yuyacTka Qsuem, ¥ IPOTHBOMAJIIPUIHBIE IPENIApaThl HAoA00Me
aToBakyoHa (puc. 25) [96].
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Puc 25. Kpacnvim nomeuenvt naubonee akmueHvle yuacmku
necmuyud08 epynnevl CMpooOULYPUHA, NPedCmasieHHble MOKCOo-
Gopom azokcucmpoduna u f-memoxkCuakpuIamosou epynnou .

AHTUMUIIUH A CBS3BIBACTCSA C Qpryr-y4aCTKOM U OJIOKHPYET
TPAHCIOPT 3JIEKTPOHOB OT reMa by K OKUCIEHHOMY YOUXUHOHY
Q, Tak 4TO OH fABNAETCS MHTUOUTOPOM Qpryr-ydacTka. MUKcO-
THA30J1 U CTUTMATEJUTNH CBA3BIBAIOTCS C Qprem-y4acTKOM U OJ10-
KUPYIOT TIEPEHOC AJIEKTPOHA C BOCCTAHOBICHHOTO YOMXHWHOHA
QH: na xene3ocepnsiii knactep 6enka Rieske. O6a narudburopa
CBA3BIBAIOTCA C Qprem-yUaCTKOM, HO B pa3HbIX MecTax. [locomns-
Ky MHKCOTHA30J1 CBS3BIBACTCS B YYacTKe, NPHIEKAIIEM K
remy bL, OHHa3bIBaeTCA MPOKCUMAIbHBIM HHTHOUTOpOM. CTHUT-
MaTeJUTMH CBSA3BIBACTCS B YUaCTKE, PACIOIOKEHHOM BIAld OT
rema b, mobnmxe k 6enky Rieske, ¢ KOTOpBIM OH BCTymaet BO
B3aMMOJIECHCTBHE.

Hutoxpom C, crnenyrommii komnoHeHT I3, sBisercs
nepu@epruyeckuM BOJIOPACTBOPUMBIM MEMOpPAHHBIM OejoM C
MoJIeKyJIsspHOi Maccoit 12,5 kJla. OH conepxut 1 nmoaunenTua-
Hyto 1ienb 3 100 aMUHOKUCTIOT, TeM U 2 Kene30-cepHbIX Fe-S
Oenka; SBISETCS MOABMXKHBIM KommoHeHToM [II1D: moxer
BCTpPEYATHCS TAK)KE B MEPUMHUTOXOHAPHUATIEHOM TIPOCTPAHCTBE.
BricBoOOXKI€eHHE ITOTO KOMIIOHEHTA B IIUTOIIA3MYy MOXKET
WHIYIIUPOBATH ATOIITO3.
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Taén. 6. CyonequHUITBI U 130(OPMBI IIMTOXPOM-OKCHIA3HI,
X QyHKIIH

Cybveounuua H3zoghopma Dynurkyuu
UUMOXPOM-OKCUOA3bL

1 Ceszvisaem cem a, cem as,
yeump Cu(b), umeem
NPOMOHHbBLE KAHANb]
Cesszvisaem yenmp Cu(a),
83aumooeticmayem ¢
yumoxpomom C
Cmabunusupyem
MPAHCNOPm NPOMOHO8

N1 Obecneuusaem
aniocmepuieckoe
uneudbuposanue ATD

N2 Cunme3supyemcsi 6
OCHOBHOM 8 IecKUX, MO32e,
niayenme. Unoyyupyemcs
eunoxcuei. Bozmooicno
0:-3a8ucumoe
uneudbuposanue AT
Cesazvigas outioo-
TMUPOHUH, CHUMAEem
uneubuposanue ATD
Cesszvisaem Zn (1)

Via-L Tleuenounas uzoghopma,
cuHmesupyemcsi gezoe
Kpome MUOKapoa u
CKeNlemHbIX Mbluy. B
npUCymcmeuu
RaTLMUMama CHudCaem
cmexuomempuio H' /e ¢ 1
00 0.5.

Via-H Cepoeunas uzogopma.
Cunme3supyemcs 6
MUOKAPOe U CKeNeIMHbIX
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Vib-1

Vib-2

Vila-L

Vila-H

Vila-R
SIG 81
Vilb-1

ViIb-2

VII-L

VIII-H

ViII-3

moruyax. [lpu gvicoxom
coomuoweruu ATD/AJ]D
CHUdICaem cmexuomem-
puio H'/e ¢ 1 do 0.5.
Cunme3supyemcs 60 cex
mxansix. Obecneuusaem
ouMepu3ayuI0 KOMNIeKca
IIpeononooicumensro
yeenuuusaem
UHMEHCUBHOCHb ObIXAHUSL
Cunmesupyemcs 60 gcex
TKAHAX.

Cunme3supyemcs 60 6cex
TKAHAX, KPOME MUOKAPOA
U CKeNemHbIX MbIULY.
Cunme3supyemcs 6
Muoxapoe u CKelemHvlx
MbIUYAX.

Cunme3supyemcs 60 gcex
TKAHAX
IIpeononosicumenvro
yeeauyusaem
UHMEHCUBHOCMb ObIXAHUSA
Cunme3supyemcsi 60 8cex
TKAHSAX
Cunmesupyemcs 60 gcex
MKAHSX
Cunme3supyemcs 8
CKeNIeMHbIX MbIUYAX U
bypom srcupe
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Boccranosnennsiit mutoxpom C aBUKeTCsS B BOAHOU (ase
BJIOJIb MEMOpAHBI: OH MEPEHOCHT OJUH 3JEKTPOH K CIEIyIo-
IeMy JIbIXaTelIbHOMY KoMIuiekey IV — nuroxpomokcuaase.

Komnekc IV — 3T0 1IUTOXpOM-OKCHUIA3HBIM KOMIUIEKC,
uMeromui Mosiekysipayto maccy 300 kJla. DTOT KoMIUIekc
COCTOUT M3 8 MOJUMENTUAHBIX 1emnei (Tabmn. 6), CylmecTByeT B
Buje numepa. Kaxapiii MOHOMEp COAEpKHUT 2 UTOXpoMa (a U
a3)u 2 aroma menu. L{uroxpom C: KUCIOPOI-OKCUIOPETyKTa3a
— 3TO TepMUHaNbHasA okcuaasa L{I1D, koropas karanusupyer
MEPEHOC AMEKTPOHOB ¢ nuToxpoma C Ha KUCIOPOJ ¢ 00pa3oBa-
HHUEM BOJbI [96]. [luToXpoMoKkcHaa 3alpuCyTCTBYET BO BHYT-
peHHell MeMmOpaHe MUTOXOHJPHH BCEX DYKAPHOT, a TaKxKe
B KJIETOYHOM MeMOpaHe MHOTHX adpoOHBIX OakTepuii [97].

ITocTynaronuii U3 KpOBU B MUTOXOHIPUU KUCIIOPOJL CBA3BI-
BaeTCs C aTOMOM eJe3a B reme uuroxpoma as (B Bume O2).
Kaxxp1i1 aTOM KHCI0pOAa PUCOEANHSET 0 [1BA AJIEKTPOHA OT
KoMIuiekca IV W 11Ba mpoTOHA M3 MaTpUKCa U MPEBpaALIACTCs
B MOJIEKYJIy Boabl. KaTanusupyemass KOMIUIEKCOM pPEaKIHs
ONUCHIBAETCS] YPABHEHHUEM:

4-I_II/ITC2+ +02 +8H+ManI/IKC — 4I_II/IT C'?)Jr + 2H20 + 4H+Me)KMeM6p

DTOT KOMIUIEKC IMOOYEPETHO OKHCISET YEThIPE MOJICKYIIbI
ruToxpoMa C; MPUHAB OT HUX YEThIPE 3JIEKTPOHA, KoMIuIeke [V
BocctaHasimBaeT O2 1o H20.

Komrmuiekca IV u aBa mpoToHa M3 MaTpUKca M IpeBpalia-
€TCsl B MOJIEKYJTy Bojbl. KaTtanmm3upyemas: KOMIUIEKCOM peak-
1M OMHMCHIBACTCS YPAaBHCHUCM:

4I_II/IT C2+ + 02 + 8H+ManI/IKC — 4LII/IT C"’Jr + 2H20 + 4H+M6)KM6M6p

OTOT KOMIUIEKC MOOYEPETHO OKHUCISET YETHIPE MOJICKYIIBI
utoxpoma C; MPUHSB OT HUX YEThIPE AJIEKTPOHA, KOMIUTEKe [V
BoccranasnuBaeT Oz 10 H20. [Ipu BoccTaHoBIEHNN KUCTOpOa
4 nporona H' 3axBareiBaloTCA M3 MaTpHKca jjis 00pasoBaHus
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nByx Mmousiekya H2O, Ho erie yeTsipe mpOTOHA aKTUBHO IEpeKa-
YUBAIOTCS B MEKMeMOpaHHOe mpocTpaHcTBo [98, 99]. Mexa-
HU3M TepeJaud BOCCTAaHOBUTEIIBHBIX 3KBHUBAJICHTOB 3aKIOYa-
etcs B cienyromeM. [{uroxpom C cBs3biBacTCs Ha CyObEIUHY-
e Il mpu mocpennmnuecte cyowenuuui I, 11l u VI b u Boccra-
HaBiuBaeT CUA-IIEHTpP, PacHoJIOKEHHBIM BOJIU3M OT TOBEpPX-
HOCTU MeMOpaHbl. 3aTeM 31eKTPOHYXoIUT oT Cua-LieHTpa Ha
reMa ¥ Jajiee Ha JABYXbsIepHBIM 1eHTp a3-Cus; 31ech |
npoucxoauT cBszpiBaHue Oz ¢ BoccraHoBineHueM a0 H2O [98].
Kucnopon o6mamaeT BBICOKHM CpPOACTBOM K JJIEKTPOHaM,
MO3TOMYIIPH BOCCTAaHOBJICHHMH 1O BOJbI OH BBICBOOOXKIAeT
00JIbIII0€ KOTMYECTBO CBOOOIHOW YHEPTUH.

[{ukn HUTOXPOMOKCHIA3bl COCTOMT W3 MIECTH CTaJH,
OTJIMYAIOLUXCS IPYT OT JIpyra MO COCTOSHUIOABYXBSJIEPHOTO
uentpa [100]:

1. A (Adduct) [101],

P ( Peroxy intermediate),

F ( Ferryl-oxo intermediate) [101],

Onu (Fully-Oxidized High-Energy state),
E (One-electron reduced state)

R (Reduced state)

Ha cerons n3BectHo, 4to Ha craguu P xucnopo HaxoauT-
csl B OKCO(EpPPUIIBHOM COCTOSIHUH, I/I€ CBSI3b MEXKAY aTOMaMU
KHCIIOpOJla YK€ pa3opBaHa, TaK 4YTO YK€ HEIPaBOMOYHO
TOBOPUTH O MEPOKCU-TIPOU3BOJHOM, KaK 3T0 Obu10 puHATO 30
net Hazan [101]. CornacHO COBPEMEHHBIM MpPEACTABICHUSM,
BOCCTAHOBJICHME KHUCIIopoJa B Kommekce IV mpoucxoaur
IIyTEM IOMAPHOT0 IMEPEHOCa 3JEKTPOHOB, TAK YTO AKTUBHBIE
(dhopmbI KHCTTOpoa 31ech He obpasyroTes [99, 100, 101]. Ha pu-
CYHKe 26 IpeJICTaBIeHa CXEMa COBPEMEHHBIX IPEICTABIECHUN O
10CJIeI0BATEIbHOCTH CTa I IIPU BOCCTAHOBIEHUH KUCIOPOAA

AR
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Puc.26. Boccmanosnenue Kl/l(,'fl()p()()a KOMNJIEKCOM Ad3s.

komiuiekcom [V. Kak BuaHO u3 pucyHka 26, Ha cTaguu
A TIOJTHOCTBIO BOCCTAHOBJICHHBIN JBYXBJACPHBIA IIEHTP CBS3HI-
BaeT KHUCIIOpoA: oOpa3yeTcss KUCIOPOIHBIA aamykT. UepHble-
MyHKTUPHBIC CTPEJKH YKa3blBAalOT Ha KOH(POPMAIMOHHBIC
nepecTpoiiku B siape. Ha craguu Pwm Ha Kuciaopo nepeHocsTest
YeThIpe DJIEKTPOHA: JIBA DIIEKTPOHA OepyTCs OT JKenes3a rema as,
npu >ToM xkene3o okucnserca ot Fe!! no Fe'V, onun snexrpon —
ot Cus ¢ nepexonom Cu' B Cul', unocnennuii snextpon 6epercs
0T ocTaTka Tupo3uHa 244, TUpo3uH OTJAeT Ha KUCIOPO] TAKKE
MPOTOH JUIsi pa3pbiBa ABOMHON cBsizum O2. OOpaszoBaBIIHiiCs
HEUTpaTbHBIA THPO3UHOBBIA PAJMKAT BOCCTAHABIUBACTCS [0
annoHa (3a cyer anekTtpoHa nuroxpoma C). Ha cramuum Pr
Cu(Il)-OH™ mpuHHMaeT mpoToH U 00pa3yeT MOJIEKYTy BOJIBI.
Ha craguu F sta Mmonekymna Bonbl cBsizbiBaetcs ¢ Cus. Kucno-
pon, ceaszaHHbIl c kenesomB (opme Fe(IV)=0O?npunumaer
IPOTOH, eJe30 IPU PTOM BoccTaHapiupaer-csago Fe'l wus
koMmIuiekca [V BeIcBoOOXIaeTCs mepBasi MolieKyna BoAbl. Ha
craqun  Opn, TpUHUMAsS JJEKTPOH OT 1mmroxpoma C,
Cus BoccTanapiupaercss 1o Cu', a aHMOH THPO3UHA HPOTOHU-
pyerca. Ha cragum Epy kene3o KomIuiekca NEPEXOIUT B
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BOCCTaHOBIeHHOe cocTosnue Fel', moce yero csa3annas ¢ HuUM
OH rpynna npuHMMas NpPOTOH, IPEBPALIAETCS B MOJEKYIY
BOABI U TOXE BbICBOOOXKHaercs B cpexay. Ha craguum R
IBYXBSACPHBIM LIEHTP IOJHOCTBbIO IEPEXOJUT B BOCCTAHOB-
JEHHYI0 (OpMY, U KOMILIEKC TOTOBUTCS CBA3ATh CIEAYIONIYIO
MoJIeKyy kuciopoza. [lepeHoc mpoTOHOB B MexXMeMOpaHHOE
MPOCTPaHCTBO KomIuiekcoM IV mpeacrapiieH Ha puc.27.

1. ITonyuus ot nuroxpoma C 31€KTpOH, IUTOXPOM-OKCHIa-
3a DYKapUOT MEPEBbITAIKUBACT B MEXMEMOpPAHHOE MPOCTPaH-
CTBO OAMH HpoTOH. 2. Jlng oOpa3zoBaHus BOJbl KoMIuieke IV
MepeTacKuBaeT 4epe3 MeMOpaHy OJMH B3AThI OT cyOcTpaTa
npotoH yepe3 kaHan K. 3. Eme oguH NpoToH NpoTacKUBAaeTCs
yepes kaHai D. B xone onHoro nukia kommieke [V nocnenosa-
TeNbHO NpoxoauT yepe3 craauu Pwm, F, On, u Ex [102, 103].
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Puc.27. Komnnexc 1V nepenocum npomonwvt 6 meqscmembpantoe
NPOCMPAHCMEO.
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MexaHu3M mnepenadd MPOTOHOB MPEICTABIACTCS CIEAYIO-
M obpazom [100]:

1. ChHauana mNpOTOHHBIE KaHAIbl KOMIUIEKCA 3aKpPbBITHL
[utoxpom C nepenaet oauH 31eKTpoH Ha Cua-LIEHTD.

2. OnextpoH nepenaercs ¢ Cua-LEeHTpa Ha TeM LHUTOXpOMa
a, B UTOT€ MEHSETCS OKHUCIUTEIbHO-BOCCTAHOBUTEIBHBIN I10-
TEHIMAJ [IUTOXPOMHOIO LIEHTpa U, KaK CIEACTBHE 3TOr0 MoJie-
KyJIbl BOJIBI B KaHasne D pacrnonararoTcs TakuM o0pa3oMm, 4ToO
KaHaJl OTKpbIBaeTCs IJ1s mepeMenieHus npotonaB PLS-yuacTok
komruiekca IV (yuacmox noepyscenus npomona proton loading site).

3. B AByXbsAepHOM IIEHTPE ANEKTPOH MEPEXOIUT OT TeMa-
LUTOXPOMA @ K TeMy LIUTOXpOMa a3, B PE3YyJbTaTe YEro 4epes
kaHan K BxomuT oguHOpoToH oT cyOctpara. [lpu Bxoze
nporoHa B PLS kucinoTHoCcTh ieHTpa nossitaercs ot pK=11 1o
pK=5.

4. Ha nocnenneit ctanuu nukia npotoH u3 PLS BeicBoGOX-
naetcst HapyXy. [IpoucxoauT 370, 1Mo Bcel BUIMMOCTH, HU3-3a
ANEKTPOCTATUYECKOTO OTTAIKUBAHUSA OT CyOCTpAaTHOrO MPOTO-
HAa, yYaCTBYIOIIETO B BOCCTAHOBJIEHUH KHCIIOPO/Ia B ABYXbsAEP-
HOM LIEHTpE.

Takue HMHTUOUTOPHI IUTOXPOMOKCHAA3bl KaK IIMAHU[IBI,
CyIb(UIBI, a3uabl, MOHOOKCH] YTJIEPOJa U MOHOOKCHJ a30Ta
[104] MOryT CBSI3BIBATBCA C OKHCJIICHHBIM WJIM BOCCTAHOBJICH-
HBIM JBYXbSAEPHBIM LEHTpoM KoMiuiekca [V. OHu KoHKypu-
PYIOT C KHUCJIOPOJIOM 3a MeCTO cBsi3biBaHMs B (pepmenTe. Kom-
IUIEKC MOXXET WHTUOMPOBATHCS TAKKEMETAaHOJIOM, KOTOPBIN
MpeBpalaeTcsi B OpraHu3Me B MYPaBbUHYIO KHUCIIOTY, SIBIISIIO-
IIYIOCSI HHTHOUTOPOM IUTOXpOMOKcH a3kl [ 105].

Kommiekc V cobpan u3 HazeiBaemoro AT®d-cunrazoii Fi-
6enka u 6enxka Fo, mpomyckatomiero yepe3 ce0si BHyTpb MaTpHK-
ca MPOTOHBI, KOTOPBIA COJAEPKUT TAKKE UYBCTBUTEIBHBIA K
OJIMTOMULIMHY KOH(opMarmonHsiit 6enok. Korna sTot komreke
HAXOJUTCSI B CBOOOJHOM, OTJEJICHHOM OT MEMOpaHbI COCTOS-
HUU, OH CIYXUT Kak ruaponunsyromas ATO ATd-a3a, kotopas
aKTUBUpYETCS, TMpoIyckas depe3 cebs mpoTonsl. Ho korma
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KOMIUIEKC V acCOIMUpPOBaH ¢ MEMOPaHOH, T.€. C YyBCTBHUTEIb-
HBIM K OJINTOMUIIMHY KOH(POPMALIMOHHBIM O€IIKOM, OH (pyHKITH-
oHupyeT yxe kak AT®-cunrteraza ninu ATd-cunraza. UHrnom-
TOPBI MOTYT TMOJIHOCTBIO OJIOKHPOBATh TPAHCIIOPT JIEKTPOHOB,
HeoOpaTHUMO COETUHSSACH C ompeeleHHbIMU yyacTkamu LI13.
Brime yxe ObUIO CKa3aHO, YTO I[MAHUJBI CBSA3BIBAIOTCS C
[IUTOXPOM-OKCH/Ia30H, MPEMSITCTBYS COCAMHEHHUIO MPOTOHOB C
KuciopooM. OT BO3IEHCTBHS ITUAHUIOB TPAHCIIOPT JIEKTPO-
HOB CHIKaeTcs 10 HyJist. OnHako poTeHoH coeaunsiercs ¢ L1119
o0paTuMo, Tak YTO IMOCIIE €r0 BO3JCHCTBHS MOTOK DJICKTPOHOB
TOPMO3UTCSI, HO HE IMpeKpamliaercs, MpU O5TOM CHHXKAETCS
TpaJUeHT MMPOTOHOB HA BHYTPEHHEH MeMOpaHe MUTOXOHAPHUH.

1.8.2. Iloacuer BLICBO0OOKIaeMOM B
HIID 3Heprun

[Tpu nBMKEHUU SIIEKTPOHA T10 JABIXaTEILHOU LETH 3JICKTPOH
MOATAITHO TEPSET 3aKII0YCHHYIO B HEM dHEPTHUIo (puc. 28).

0,4
MNADH E-FhM X
0.2+ 2e
ATD N .
2e
9T E-FADH,——"Q—\b  aT0
2eS ~aa
bl Ce—Cn_
e, -4 30
=0 4 4 '\_\
. AT
0.8 4 2;‘;_—"‘ -+ 40
,
"
+0,8 + Q. —f 50

Puc. 28. Cruoicenue suepeuu snekmpora npu 0gudicernuu no L{I19.

Ha puc. 29 npencraBiieHO KOJUYECTBO BBIIEISIEMON IIEK-
TpoHOM »Hepruu B cBsizu AT®. Korma HAJ/IH:2 B3aumopei-
cTByeT ¢ kKoMiuiekcoM I, on okucnsercs 1o HAJ[+ 3a cuet Toro
gro ®MH xommmiekca I BoccranaBiuBaercsa 1o PMH-Ho.
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MEXMEMEPAHHOE ITPOCTPAHCTBO

Kosmnesce I Komnaere IIT Kosmuaere IV
nHY > H* > nH*
+ o308 0048 1 +023B +0,25B 4 40,558

Flasms
| 5Fes:”

HATH; HAT® nH;0  nOH MATPHEC b
-032B H0 .
du+ AP ATE

Puc. 29. Bvicsobooicoenue snepauu u3z s1eKmpona npu e2o
osudceruu no L{I13 svipasceno 6 Boromax (B).

N3-3a HAMMYMsT OKUCITUTEIbHO-BOCCTAHOBUTEIHLHOTO MTOTEHITHA-
J1la MEXKIy OKHCIMTEIEM U BOCCTAHOBHUTEINIEM, IPU 3TOM OCBO-
0ok IaeTcs 2.2 KKaJl/MOJTb SHEPTHU. JTa YHEPTUS 3aTEM UCTIOIb-
3yercss ans obpaszoBaHusi AT® B peakuuu OKUCIUTEIHLHOTO
dhochopumpoBanus. B kommiiekce xe Il kopepmenTom siBisiet-
csi ®AJl, u stor KOpepmeHT BoccTaHBiuBaetTcs 10 PAJI-Ho.
[TockoabKy BOCCTAaHOBUTENBHBIN MOTCHITMAT B ATOM pPEaKIUU
BOCCTAHOBJICHUSI y 00EUX COCTaBISIONUX MPUOITU3UTEIHHO
OJIMHAKOB, TO U BBICBOOOXK1aeMasi IHEPTHUs MPAKTHUECKH paBHA
HYJIIO.

Ha cnemytomem stame kodH3uM Q, Wrparomuii posib Yel-
HOoKa Mexay koMIutekcamu I u 111, a taxoke II u [1I komIuiekcamu
(puc. 30), BoccranaBimuBaeTcsi 10 KodH3uMa QH2. YV mroneii B
ATOM LIETIH MPUCYTCTBYET 0OBIYHO 10 H30TPEHOUTHBIX OCTATKOB
[4].

DHeprus, BblAENsIEMasi BO BPEMs 3TOM peaklUi BOCCTAHOB-
JICHUSI, HUYTOXXHO Maja JJIsi TOr0 4TOObI MOXKHO OBUIO CHHTE-
3UpOBaTh Kakyr Obl TO HU ObUTO MakKpOIPrHUECKylo CBsi3b. B
ommune ot HAJI+, youxunon (KoQ) He cBsizaH ¢ GenkoM, OH
MIPOCTO PACTBOPEH B JIMMUAHOM CJIO€ BHYTPEHHEH MeMOpaHbI.
Kosn3um Q MokeT mpuHUMAaTh 3JIEKTPOHBI U IIPOTOHBI HE TOJIBKO
or ®MH, vo u or DA/ KoQ sBiseTrcs HpOU3BOIAHBIM
OCH30XHHOHA C OOKOBOI M30IPEHOUTHOH TIETIBIO.
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Puc.30. Ilepedaua 21exmporos mexncoy Komniekcamu
Tulll, IT'u Ill u I - IV xomnaexcamu.

HaubGonpmmii wHTEpec mpencTaBiseT dTal, HAa KOTOPOM
AJEKTPOHBI IBUXKYTCS OT BoccTaHOBIeHHOTr0 QH2 10 Kommiekca
III. Ot kosu3uma QH2 Ha muroxpoMm b kommuiekca III mepe-
JTAIOTCSI TOJIBKO AJIEKTPOHBI, a MPOTOHBI ITPU 3TOM BBITAIKHBA-
I0TCS B MEXMeMOpaHHOe MPOCTPaHCTBO. Kak TONBKO AMEeKTpOH
JocTuraer nuroxpoma b, atom xenesa Fe** toruac Boccranas-
nuBaeTcs noFe?". B 3Toil BOCCTAaHOBUTEIBHOM PEaKIKN TaKxke
BBICBOOOKIAETCS OTPE/ICIICHHOE KOJIMYECTBO YHEPTHH, OJTHAKO
BBICBOOOXK/Ia€MOM JHEPrMHU HEJOCTATOYHO MJISl MPOIYKIHH
ATO.

[Tocne BoccTaHOBIIGHHS JKelle3a B IIUTOXpOME b, aToMoM
xenesa Fe?* pearupyet ¢ aTomoM sxene3a Fe’uroxpoma ci. B
ATOM PEAKIUH KEITE30 Fe3+uHToxp0Ma C1 BOCCTaHAaBJIMUBACTCH 710
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Fe?', a aToM eje3a B LUTOXpOME b BHOBb OKHCISETCA MO
Fe*". BoicBoOok1aeMas B 3TOH peakiuy OKMCIEHHUS-BOCCTA-
HOBJICHUS PHEPTUs JOCTaTOYHO Besvka — 9.9 xaki/monb. JTa
SHEPIHUs UCIIONb3YyEeTCs BIIOCIEICTBUM Ha J100aBJICHUE OCTAaTKa
Heopranuyeckoro ¢ocdara k moziexyne A/l c oOpazoBaHrem
ATO.

Jlanee aToMm sxenesa nuroxpoma C1, Fe? pearupyer ¢ aToMoM
xene3a nuroxpoma C Fe*'. Fe*'nepenaer cBoii 51eKTpoH Ha
Fe*", 06pasys BoccTaHoBIEHHYIO hopmy 1utoxpoma C. BeicBo-
O0okmaemast B ATOM peakiuu CBOOOJIHAS SHEPTHsl HE MOXKET
MOTaCUTh MOTPEOHOCTEH B CHUHTE3€ MaKpPOIPTUUECKOU CBA3M
AT®, Ttak 4TO 3TOT 3Talm HE ITOCTABIIIET HEOOXOAUMOM IJIS
obpazoBanus AT® sueprum.

3aTeM »JIeKTPOHBI ABHKYTCA oT Fe* nuroxpoma C k Fe*'
uuToxpoma a u as. Fe’" pearupyer ¢ aroMoM keJe3a UTOXpoma
C Fe?". Ipu nepeaaue SJIEKTPOHOB ¢ IUTOXPOMA a HA LIUTOXPOM
a3 BbICBOOOXKIaeTcst 23.8 KKaja/MOJb PHEPTUU, M 3Ta SHEPrus
WCIIOJIL3YETCS Ha IPUCOEAMHEHNE HeopraHndeckoro (ocdara k
monekyne AJI®. Ha koneunom stane LII1D snexrpons! ot Fe?*
nuToxpoMa asnepenatorcs Ha Oz. IlpucoennHUB 37€KTPOHBI,
KHCIIOPOJI MEPEXOAUT B BO30YXKIEHHOE COCTOSIHHE, U B 3TOM
aKTUBHOHM (popMe mpucoeanHseT 2 mpoToHa U3 MaTpukca [13].
O6pazoBaHue BOJIbI IPU MPUCOECTUHEHUH BOJOPO/Ia K KUCIOPO-
Iy BO3MOXKHO B TOM CIIydae, €CIIM Ha MOJIEKYJIy KHCIOpoIa
OJTHOBPEMEHHO, UM TIOYTH OJHOBPEMEHHO MepeaaroTcs Bce 4
anekTpoHa. Korma ke mo kakoi-muOo MpUYMHE TPOUCXOIUT
IBYXAJIEKTPOHHOE BOCCTAHOBJICHHE MOJIEKYJIBI KUCIOPOAa, TOT-
7la TIPUHSAB J[BA 3JICKTPOHA, KUCIOPO/ MIPUCOETUHSIET K HUM JIBa
nportoHa u oopazyerca H202. Korna sxe k Monekyse Kuciopoaa
MOCTYTIAeT BCETrO OJIMH AJIEKTPOH, 00pa3yeTcst CyNepOKCHIHbIN
paaukan O2. O6a 3TH MPOAYKTa HEMOJHOTO BOCCTAHOBJIICHHS
KHCJIOPO/Aa TOBPEKIAIOT MEMOPAHHBIE CTPYKTYPBI, MOCKOIBKY
BBI3BIBAIOT MEPEKUCHOE OKHUCIICHHWE HEHACBHIIIEHHBIX >KUPHBIX
kucinoT B HuX. CHavajma MUTOXOHJApPHANbHAs CYMEPOKCH]
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nuemyTasa (COJI), comepxkamas HoHBI Mg?' neTokcumupyer
CYNEepPOKCHU/IHbIN aHUOH B PEAKIUU:

coj

20,+ 2H+ H,0, + O,

3areM oOpa3oBaHHAs B JUCMYTa3HOW peaklUU IMEPEKUCH
BOJIOPO/1a IETOKCULIUPYETCS KaTana3ol B peaKiiu:

Karajiasa

2H,0,

2H,0 + O,

Baxapim momentom B IIIID sBasercs Takxke TO, 4TO
OJTHOMOMEHTHO MEKIY OKHCIUTEIbHO-BOCCTAHOBUTEIbHBIMU
napamu LI1D moxeT nBUTaThCs TOJIBKO OJIUH 3JIEKTPOH, OAHAKO
UX JIBUKEHHUE CTOJIb CKOPOCTHOE, YTO PA3HUIIEH BO BpEMEHU
MO>KHO ITpeHeOpeyb U CUUTaTh, 4To 110 L{I1D B oTAenbHO B3ATHII
IIPOMEXYTOK BPEMEHHU [BHUXKETCS HE OAMH, a 2 DJIEKTPOHA.
[Toatomy u BeipaboTky AT® B LIID paccuntsiBaloT Ha mapy
ANEKTPOHOB, ABMXKyHxcs o LIIO.

Hanmuune B LI 3-x yyacTkoB, CHOCOOHBIX T€HEPUPOBATH
SHEPIHUI0 10CTaTOUYHYIO Ui cuHTe3a AT®, ObIJI0 yCTaHOBIIEHO
IIpU TOMOIIM JIEKapCTB, TaKUX KaK POTEHOH, aHTUMUIUH M
nuaHuabl. Mcnonb3oBaaHue 3THX IpenapaToB MOMOIVIO yCTa-
HOBUTH (DAaKT NPHUCOEAMHEHUS POTEHOHAa K KoOMIUIeKcy I,
aHTUMMIMHA — K KoMIuiekcy III, u nnaHnaoB - K HUTOXPOMOK-
cuasHoMy Komiuiekcy. CyMMUpPYs BBIIIECKA3aHHOE CKaXeM,
410 SHeprus st oopazoBanust AT® renepupyercs Ha ydacTKax
mexny HAJI-H, 1 ®MH kommiekca I, nuroxpomamu b u ci
komiuiekca 11, u nuroxpomamu a u az komruiekca ['V.
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1.8.3. Mexanusm odpa3zoBanus AT® B MUTOXOHAPHUSAX

Tpu nHaubomnee mMpU3HAHHBIE TEOPUU TIOMOTAIOT TOHSTH
MexaHu3M obOpazoBanus AT® B mutoxonapusx. HaumbGomee
OOIIENPUHATON M3 HUX SBISETCS XEMHOCMOTHYECKAs TEOpHUs
Mutuena, KOTOPBIA MOJYYWI 3a MPEJOCTaBICHUE €€ HayKe B
1978 rony HoGenesckyto [Ipemuro. CornacHo npeacTaBaeHHOM
UM MOJENH, MPOTOHBI BBITAJKUBAIOTCA CKBO3b BHYTPEHHIOIO
MeMOpaHy MUTOXOH/IPHA B MEKMEMOpaHHOE POCTPaHCTBO. /1o
TOrO BPEMEHHM CYUTAJIOCh, YTO MPOTOHBI HE MOTYT IPOHHUKATH
CKBO3b BHYTPEHHIOIO MEMOpaHy MUTOXOHApH, Toraa kak OH-
MOHBI MOTYT BBICBOOOKIAThCsl Ha BHEIIHEH CTOPOHE BHYTPEH-
Helt memOpansl [106]. TIpeamnonaranock, 4To B 3TOW peaKIUH
BOJOpoAbl, B oTanure oT OH-MOHOB IBMXKYTCA B HaIllpaBJICHUU
K BHYTPEHHEHl IOBEPXHOCTH BHYTPEHHEW MeMOpaHbl. bpuio
TaK)Xe yCTaHOBJIEHO, YT0O AT®-cuHTa3a, U3BECTHAs TaKKE KAK
AT®d-a3a, umeet 2 O6JIU3KO COCEACTBYIONINX CaiiTa Jisi HEOpTra-
Huueckoro pochara u AJD [107].

EHYTPEHHAA MembpaHa
MaTpuKC MITOXOHI PN
mexmembpanHoe
NpoCTPaHCcTBO
ATdD-aaa
AdD Pi
+ OH" H OH + H*
H,0O HoO
+ H* IeMxeHne no
; rpagueHTy
A,D'CD-I' Pi ATD ROHUEHTRaL M

Puc. 31. J[susicenue uonos npu cenepayuu AT® no Mumueny.
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CoenuHeHHE KHCIOPOa C IPOTOHOM BelleT K Opa30oBaHUIO
HOH, npuuem OH ocsoboocoaemcs Ha euewineli CmMopoue
BHYTpEHHEH MeMOpaHbl (B MeKMEMOpPaHHOM MPOCTPAHCTBE), a
H — na enympenneti (B MaTpukce).

B 1961 roay II. Mutuenn noctyaupoBaj, YTO HE TOJIBKO
OH-MOHBI, HO TaKXXe M MPOMOHbl MOTYT IPOHHKATh CKBO3b
BHYTPEHHIOI0 MeMOpaHy MHUTOXOHJpPUNA. DTO HaIpaBIICEHHOE
JBUKEHUE MPOTOHOB MPUBOIUT K 00pa3oBaHuIo rpaaueHta pH.
BosBparienue ke MpoTOHOB, €CTECTBEHHO BO3HUKAIOIIIEE TOCTe
oOpa3zoBaHus rpanueHTa pH, MpoMCXOAUT MOCPEICTBOM CIie-
u(pUYIECKOro MPOTOHHOTO KaHalna, Haxozsmerocs B AT®-aze.
Orot mporecc comnpoBoxaaerca cuHresoM AT®, B koTOopoM
MOTEHIIUAIbHAs SHEPTUS IPOTOHHOTO TPAJANEHTa UCTIONB3YETCS
st oOpazoBanus TpeTber Gpocharnoit cBs3u B ATD. OTHOCH-
TenbHO MexaHu3Ma oOpazoBaHuss AT® B MHUTOXOHAPUAX
CYLIECTBYET HECKOJBKO Teopuil. [IpuBenem auiip HEKOTOpHIE,
OCHOBHBIE U3 HUX.

1. XemnocmoTnueckasi reopust Muruesa.

Jliist OOBSICHEHHSI MEXaHHU3Ma OKHCIUTENBHOTO (hochopriu-
poBanus B 1961 rogy Mutdemiom Obliia peIyI0’KeHa XEMHOC-
MOTHYECKast TEOpHsl. DTa TEOpPHs BKIFOUaja B ce0sl YeThIpe He3a-
BHUCHMBIX MOCTYJIaTa, KaCaBIIMXCS (YHKIIUU MUTOXOHIPUN:

1. JInst Bcex MOHOB BHYTPEHHSAS MeMOpaHa MUTOXOHAPHIA
SIBJISIETCS] HEIPOHUIIAEMOM.

2. BHyTpeHHssT MeMOpaHa MHUTOXOHIPUN COAEPKUT Psij
OENKOB-IIEPEHOCUUKOB, OCYIIECTBISIONINX TPAHCIOPT HEOOXO-
IMMBIX METa0OJIUTOB M HEOPTAaHUYECKUX HOHOB.

3. Ilpu npoXOoXKAEHUU JIEKTPOHOB IO JbIXaTEIbHOW LENU
BHYTpPEHHEH MEMOpaHbl MUTOXOHIPUN IIPOUCXOANT TTepeMeIe-
Hue npotoHa H u3 Marpukca B MeXMeMOPaHHOE IPOCTPAHCTBO.

4. TIlpu npoctaToyHO OOJBIIOM TPOTOHHOM TPAJAMEHTE
KOHIEHTPALUH, IPOTOHBI HAUMHAIOT MTPOXOIUTH 0OpaTHO Yepes
AT®-cuHTETa3y U3 MEKMEMOPAHHOIO MPOCTPAHCTBA B MaT-
pHUKC, 4TO compoBoxaaeTca cuHtesom AT®. Ha ceromns yxe
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U3BeCTHO, uTO okucienue 1 HA/IH2 B UHTaKTHO MUTOXOHAPUH
MoxeT 1ath 3 ATD, a 1 ®AJIH2 — 2 AT®. Kaxxnas makpospru-
yeckast cBs3b AT® conmepxut 7.3 Kkay/moib sHepruu (Oosee
30,6 k/>x/mounb), Tak uro B LII1D B coctaBe AT® kymynupyercs
OKOJIO 22 KKaJl/MOJIb SHEPruu, ocTajbHble ke 59.4% sHepruu
BBICBOOOXKMatoTcst B Buze Teruia [108]. B aTom ecth riyOokuit
(bU3HONIOrHYECKUN CMBICT, TOCKOJIbKY TEIIOKPOBHBIE OPTaHU3-
MBI 6€3 OJ0TPeBa MUTOXOHIPUI HE CMOTIIN OBI MTOAIEPKHBATD
CBOIO TEMIIEpaTypy Tella, U MaJleHlliee CHUKEHUE TEMIIEPATYPhI
OKpY’KaloIIen cpepl Beslo Obl K THOETH OpraHu3Ma.

CornacHo XeMHOCMOTHYECKOM Teopun Mutuena no [II1D
BJIOJIb BHYTPCHHEH MeMOpaHbl MUTOXOHJIPUHN IBIIKYTCS TOJBKO
AJIEKTPOHBI, U HaUMHAeTCs 310 aBwkeHne oT HAJIH2 i @A JTHo.
[poroust (H') OKa3bIBatOTCS CKOIUICHHBIMH HA BHEIIHEH
MOBEPXHOCTH BHYTPEHHEH MeMOpaHbl, B MEPHUILIA3MHUYECKOM
IIPOCTPAHCTBE. DTO BEJET K HAKOIUICHHIO TIO3UTUBHOTO 3apsia Ha
BHEIIIHEH CTOpOHE BHYTPEHHEH MeMOpaHbl U HEraTUBHOTO 3apsiia
— Ha BHYTPEHHEHl €€ NOBEpPXHOCTU. JTa pa3HULA 3apsaoB
HeuTpanmu3zyeTcss Bo Bpemsi cuHTe3a AT®, korja NpOTOHBI
MPOXOAST CKBO3b MPOTOHHBIA KaHal AT®-a3bl U TeHEpUPYIOT
AT® 3a cyer coeaunHeHus Heopranumdeckoro dochara ¢ AD.
CoenuHeHne KUCIopo/ia ¢ MPOTOHOM BeieT K oopazoBanuio HOH,
npuyeM noH OH ocBoOOXIaeTcsi Ha BHELIHENW CTOPOHE BHYTPEH-
Heil MmemOpanbl, a H - Ha BHyTpenneii (puc. 31) [109].

OcrnapuBaBIIve XEMHUOCMOTHYECKYIO TEOPUIO YUEHBIE pa3-
paboTamy MHUKPOAJIEKTPOABI JUIS HM3MEPEHHUs MAaJeHIINX
n3mMeHeHul B pH B camble KpaTyaiiye NpoMexXyTKH BPEMEHHU.
[Tpu moMo1Iu CTOJIE HOBEHIINX TEXHUYECKHUX MPUCTIOCOOICHHIHA
OHU W3MEPSUTM BpeMsi, HE0OXOIuMOe JJisi BO3HMKHOBEHHUS
JBIDKYIIEH CHJIBI, CIOCOOCTBYIOIICH JBM)KEHHIO MPOTOHOB
CKO3b MeMOpaHy MUTOXOHAPUH, a TaKKe BpeMsi, TpedyeMoe 1is
cunre3a AT®. Otu uccnenoBaHus NPOJAEMOHCTPUPOBAIU YTO
BpeMsi, TpebyeMoe JUisi BOSHUKHOBEHHUS ABUXKYIIEH CHJIBI TIPO-
TOHOB U cuHTe3a AT®, paBHO HECKOJIBKUM MHUIMCEKYHJaM.
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OnHako B 1eMCTBUTENBHOCTH CUHTE3 AT® MpOoUCXOIUT B T€Ue-
HUE HECKOJIbKUX HAHOCEKYHJ, [I0YTH MTHOBEHHO I10CJIE TPAHC-
MopTa IEKTPOHOB. DTO BpeMsl Jar-¢hasbl Mexy 00pa3oBaHUEM
JBUXKYILEN CHUJIbI, JOCTATOUYHOM ISl MPOXOKJAEHUSI IPOTOHOB
CKBO3b MeMOpaHy M BpeMeHeM peanbHoro cuHte3a ATD u
aBisieTcs pakTudeckuM BpeMeHeM oOpazoBanust AT®. [lanHoe
OTKpBITHE CHJIBHO PACHIATBHIBAJIO YCTOM XEMHUOCMOTHUYECKOM
TeOopHH. B aHANIOTWYHBIX 3KCIIEPUMEHTaX ObLTO TaKkKe J0Ka3a-
HO, YTO OJIOKUPOBAHUE TPAHCIIOTPA MPOTOHOB HE MPEMATCTBYET
cuaresy AT® Bo BHyTpeHHEH MeMOpaHe MuToxoHaApHii [110].
Bonee Toro, B kiieTKax pacTeHUN IPUCYTCTBYET TOPMOH ayKCHH,
KOTOpBIM BEJET K CEKPELMM HMOHOB BOJOPOAA HA BHEIIHIONO
MMOBEPXHOCTh BHYTPEHHEH MeMOpaHsbI, Tak uTo pH 31ech magaet
¢ 6.8 10 4.0. 1 xots u Pi u A/I® y HUX IPUCYTCTBYIOT, OJJTHAKO
cunre3a AT® Bo BpeMs BO3JCHCTBHS ayKCHHA HE MPOUCXOIUT
[111]. DTO OAHO3HAYHO YKa3bIBA€T HA MPUCYTCTBUE KAKOTO-TO
JIOTIOJTHUTENBFHOTO (haKToOpa MOMUMO MPOTOHHOTO TPAJAMEHTA,
Benyuiero k cunresy AT®. Takoro poaa Bo3pa)keHHs IPOTHUB
XEeMHOCMOTHYECKON TEOpUU JOBOJIBHO CEPhE3HBI, U TEOPHUS
MuTtdena He UMeeT oTBeTa Ha HuX. KcTaTw, ayKCUHBI (OT Ap.—
rped. abEm — yseauyusamovcs, pacmi) — 3TO TPy paCTUTEIb-
HBIX TOPMOHOB, IPOU3BOAHBIX UHA0JA. Ha puc. 32 npuBogsrcs
CTPYKTYpPbl HEKOTOPBIX ayKCUHOB.

Cl COOH

COOH

4-Xnopuponun-3- Wnponun-3-macnsHas

YKCYCHasi KucroTa

Kucnora

OH
(o)
N
H
KUCIOTa (reTepoayKcuH)

Puc. 32. I[lpupoousie ayxkcunvl pacmeruil.
C XUMUYECKOUN TOUKH 3peHUS 3TO 3-(3-UHI0IUI) TPOIIHO-
HOBasi, UHAOJUI-3-MacisiHasl, 4-XJIOPUHIONWI-3-yKCyCcHasT U
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3-MHIONMMITYKCYCHast KucinoTel. Hanbonee pacnpocTpaHeHHBIM
U IIUPOKO TPUMEHSIONIMMCS B PACTCHUEBOJICTBE ayKCHHOMSIB-
JSIETCSl TETePOAYKCUH, HHAOIWII-3-YKCyCHasl KUCIOTa. AyKCH-
HBI — 3T0 ()U3MOJIOTUYECKU AKTUBHBIC BEIECTBA, CTUMYIIUPY-
IOIIMEPOCT IJIOAOB M 100eroB pacreHuid. OHH  yCKOPSIOT
nponudepanuio U AuGQPepeHTupoBKyY KIETOK. YMEHBIICHHE
AyKCHHA B PAcCTCHHH IPUBOAMT K YBSJIAHHIO €r0 JIHCTHEB.
BuauMo ayKCHHBI KaKUM-TO 00pa3oM IOMOTAOT KyMYJISIIUH
JHEPrUH B KIIETKE.

2. Teopusi BLICOKOIPTHYECKUX MPOMEKYTOUHBIX
BellecTB.
ABTOpbl 3TOM Teopun Ciarep U BpUTH CcUUTAIOT, YTO

BBICBOOOXK1aeMasi Ha ompejeiaeHHbIX ydactkax LD sHeprus
¢bukcupyercs B BHJIE MAaKPOIPIHUECKUX CBS3€H HEH3BECTHOIO
KOMITOHEHTa, Ha3BaHHOro X [112]. 3aTreM 3Ta Makpospruyeckas
CBSI3b TEPEHOCUTCS Ha HeopraHudeckuil ¢ocdar, KOTOpHIHA
3apsAAUBIINCDH, BIIOCJIEACTBUHU MPUBOAUT K 00pazoBaHuio AT
3 AJ1®. Dta xoHuEenys OblIa BEIABUHYTA B CBS3H C TEM, YTO
(GbopMHpOBaHHE MaKpOIPIHUECKOH CBS3M MOXKET HHTHOMpO-
BaThCsl J00ABIIEHUEM B Cpelly TAaKOTO Pa300LIUTENs] TKaHEBOTO
IBIXaHUS KaK AMHUTPO(EHOIN, M TOrAa BCS BBICBOOOXKIaeMast
IIPY TPAHCIOPTE 3JIEKTPOHOB pacceuBacTCs B BUIE TeEILIA.
HHTepeceH TOT (PakT, YTO caM MPOILECC ABMXKEHUS HJIEKTPOHOB
IIPY 5TOM HE UHTUOHpYeTCs, Torna kKak cuate3 AT® moiHocThio
MIOJIaBIISAETCS. DTO YKA3bIBAET HA MIPUCYTCTBUE B 1IN HEKOETO
MIPOMEXYTOYHOT'O BEILECTBA, KOTOPOE JIEUCTBYET KaK JIOBYILIKA
SHEPruM AJs AalibHEHIIed mepeiayu ee B MPOLEcce CHHTE3a
AT®. OnHako MOCKOJIBKY CaMO BELIECTBO HE HAWJIEHO, TPUCYT-
crBue B L[IID BemecTBa Takoro poja Bee €I1e CYUTAeTCs HEJl0-
ka3aHbIM. [lo 3TOil mpuymHE 3Ta TEOpUs MHOTMMHU YYEHBIMHU
MHUpa HE BOCIIPUHUMAETCS KaK JOCTOMHAsi BHUMAHMS.



Bce o buonocuueckom okucienuu: om «ay 00 «siy. 107

3. Teopusi kKOHGOPMAOHHO-XUMHUYECKOT0 COOTBETCTBHSI.

dakTtuyeckn 3Ta Teopus Oblia mpenacTtaBieHa J[PBUAOM
I'punom u ap. Ho nosxe boitep pa3Bui 3Ty T€OpHUIO HOBBIMHU
TUIOTE3aMU, YTO TO3BOJMJIO I10-HOBOMY B3IVISIHYTh Ha HeEe
[113].

B nokosiiieiicss MUTOXOHIpUY BHYTPEHHSS MEMOpaHa Haxo-
IUTCSI B pacciablieHHOM COCTOSIHUU, U caMa MUTOXOHJAPUS 3a-
nosHeHa AT® (MUTOXOHIPUIO MOXHO MPEJICTABUTh KaK pe3ep-
Byap AT®). B 3TOM cOCTOSSHUM KPUCTHI MaKCHMaJIbHO COKpa-
ieHbl, U KoMIuieKe AT®-cuHTa3bI ¢ €ro rOJIOBKOM U CTEPKHEM
MpeTepreBaeT cepbe3Hble MOP(OIOTrHIecKre U3MEeHEHUs. AHa-
713 OEJIKOBBIX KOMIIOHEHTOB BHYTPEHHEH MEeMOpaHbl MUTOXOH-
JpH IO3BOJIMII YCTAHOBUTD, YTO B HEW UMEIOTCA HEKUE COKpa-
TUTENbHBIC OCNIKM THUIA akTUHA. bonee Toro, OBUIO ycTaHOBIIE-
HO, YTO OHU UTPAIOT POJIb MOIYIPOBOJIHUKOB MPU MPOBEACHUU
SHEPruM 3MeKTpoHOB. COrnacHoO 3TOW TEOpUH, IPU JBUKECHUU
31eKTpOoHOB BAoJIb L1, 3aKkntoueHHass B HUX SHEPIUsl CHUXKa-
€TCs C BBICIIETO MOPsIKA Ha HU3IINK, YTO peanu3yeTcs Oiaro-
Japsi HAIMYUIO PAa3HULbl B BOCCTAHOBUTEIBHBIX MOTEHIMAIAX
OKHUCJIUTEEH M BOCCTAHOBUTENEH pa3INYHBIX KOMIUIEKCOB
LITD, nmpuuem Ha pa3ubix ydacTkax L[IID ocBoboxmaeTcs
HEOJJMHAKOBOE KOJMYECTBO SHEPruu. ITa OCBOOOXKIaeMast
SHEpPrusl MepesaeTcsi Ha COKpaTUTENbHBbIE OENKH, acCOIUUpO-
BaHHbIe ¢ cuHTe30M AT®. baronaps sHEpreTHYeCKUM U3MEHe-
HUSIM, IPOUCXOIAIIUM B 3TUX OeNkax, cBsi3aHHas ¢ HUMU ATO-
aza TOXe TOABEpraercs KOH(POPMALMOHHBIM H3MEHEHUSM.
[Tockonbky Heopranmveckuid docdar Pi m AJI® mocrosHHO
NPUCYTCTBYIOT B CIEUU(PUYECKUX YYaCTKaX Ha MOBEPXHOCTU
AT®-cunTaspl, 3TH KoH(popManmoHHbie n3MeHeHUsT AT®d-a3b1
BeAyT K cOommxennto Pi u AJI®, mocne yero 3Heprusi COKpaTH-
TEJIbHBIX OENKOB HCIONb3yeTcs I (HOPMUPOBAHMSI MaKpoO-
spruueckoil cBsizu AT®. Ilocie Toro kak SHeEprus yxe
ucnonbs3oBangach Ha cuHTe3 AT®D, cokpaTutenbHbie OETKU U
AT®-a3a paccialistoTcss U BO3BpPALIAlOTCS B CBOE MCXOAHOE
KOH(OPMAalIMOHHOE COCTOSIHUE, YTO BEIET K BBICBOOOXKICHUIO
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AT® ¢ noepxHoctu ATd-a3e1. M 3TOT mpoiiecc mOBTOPSETCS
Kaxabplid pa3 npu cuHrese AT®. Ilponecc mporekaer o4eHb
obicTpo. [lo-BuMOMY, 3Ta TEOpHUsT OOBACHSET, IPUUEM OUYEHD
MPOCTO, BCE HMMEIOIIUECS B HAJIWYUU (DAKTBI OTHOCHUTEIHHO
cunteza ATO.

1.8.4. CoBpeMeHHBbI€ peACTABJIEHUSI 0 MEXaHU3MeE
OKHCJIUTEJBHOT0 GochopuanpoBaHus

B Hacrosiee BpeMs OTKPBITHI BCE INIaBHbIE KOMIIOHEHTBI
OKHCIUTEIBHOTO (OChHOPMINPOBAHUS, H3YYCHO TaKXKe HX
CTPOEHHE, CBOMCTBA. Y YEHBIMU OTKPBITHl OCHOBHBIE TPUHLIUIIBI
OKHCIUTEIBHOTO (POCHOPHINPOBAHUS, PETYISIHUI U OCOOCH-
HOCTH HEKOTOpBIX €ro cTaguil. MexaHu3M OKHCIUTEILHOTO
bochopunmrpoBanus ceronHs 00BACHIETCS UCXOMS U3 CIIETYTO-
IIIUX OCHOBHBIX IOCTYJIATOB:

» 2 snektpona e, npoxoaatT or HA/IH2 na KoQ uepes
komruiekc I (DMH—Fe-S Genok). BeicBoOokaeMast sHeprust
obGecreunBaet nepexauky H' B MexxMeMOpaHHOE IIPOCTPAHCTBO,
MexaHu3M neperoca H' HemsBecTeH.

» llpunsB aBa 3nmexTpoHa oT Komiuiekca I, KoQ 3abupaer
2H" u3 mMaTpukca (y Bozbl), mpeBpaiasch nmpu 3toM B KoQ-Ho.
Boccranosnenne KoQQ MOXET MpoXOAWTh TAaKKE C y4acTHEM
Komruiekca Il

» KoQ-H:mepenocut 2e Ha xomiuiekc III, o 2H' mpu
3TOM BBIKAYMBAIOTCS B MEXKMEMOpPaHHOE MPOCTPAHCTBO.

» Iuroxpom C nepeHocuT 3IeKTpoH e ¢ komruiekca 11 Ha
KoMIuiekc [V.

» xowmruiekc IV nepenaer snextpon e Ha O2. BricBoOOX-
JlaeMasi IpU 3TOM dHeprus obecrieunBaeT nepekauky H' B Mex-
MeMOpaHHOE MPOCTPAHCTBO, MEXaHu3M nepenoca H™ Hewmssec-
TEH.

ITpu nepenoce nporona H™ u3 matpukca B MexxMeEMOpaHHOE
IIPOCTPAHCTBO, HA BHYTPEHHEH MeMOpaHe MUTOXOHIpUIA co3/ia-
€TCsl OCMOTHUYECKUN rpaaueHT npotoHoB ApH. ApH = 60 mB,
3TO O3HauaeT, yTo pH B MaTpukce BbilIe, YeM B 1iUTO30J€. Tak
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KaK Kaxapli npoToH H'HeceT MONOKHUTENbHBIN 3apsii, Ha
BHYTpEHHEH MeMOpaHe MUTOXOHJPHI TaKkKe MOSBIAETCS pas-
HOCTh MoTeHuuanoB AV. Pa3HOCTh NOTEHLMATIOB HA BHYTPEH-
Helt MmemOpane AV =160MB, T.e. BHYTpeHHsISI CTOpOHA MeMOpa-
Hbl 3apsDKaeTCs OTPULATENIBHO, BHEIIHSS — IIOJO0XKHTEIBHO
[114]. B cymmMe 0CMOTUYECKHM TpaUeHT MPOTOHOB U PA3HOCTh
MOTEHIMAJIOB  O00pa3yIOT 3JIEKTPOXUMHMUYECKUHM HOTEHIHA.
DNEeKTPOXUMHUYECKUI TOTEHIMANl BHYTPEHHEH MeMOpaHbI
MUTOXOH/IPHUH THUIHMYHON KJIETKH paBHSETCS NPUOIU3UTEIBHO
60+160=220 MB. Mexanusm neperoca H uepe3 memOpany elie
JI0 KOHIIa HE M3y4eH. MOXHO IpPEAIOoNIOKHUTh, YTO Y Pa3HbIX
KOMIIOHEHTOB JIbIXaTEJIbHOM LIENH CYIIECTBYIOT pa3Hble MeXa-
HU3MBI CONPSKEHMSI TPAHCIIOPTA 3JIEKTPOHOB C NIEPEMEIIEHUEM
H". O6pasoBasiiuiics Ha BHYTPEHHEH MeMOpaHe MUTOXOHIPHIA
MEKTPOXUMHUYECKUN MOTEHIUAI UCIOIb3YeTCS I CIELyIo-
IUX ILCJICH:

v’ 00pa3oBaHHs MaKpOIproB MeTomoM (HochopHInpoBa-
Hust AJIO B ATOD;

v/ TpaHCTOpTa BEHIECTB Yepe3 MeMOpaHy MHUTOXOHIPHIA
BHYTPb U Hapyxy;

v’ Termonpoaykuun. Jta (QYHKIUs OCOOCHHO pasBHUTA Y
TEIJIOKPOBHBIX HOBOPOXICHHBIX.

1.8.4.1. Conpsi:xenne okuciaenus u ¢gochopuanpoBaHusi.
OcHoBHbIE JoMeHbI ATd-a3b1

ITponiecc ABMIKEHMM 3JIEKTPOHOB MO JBIXAaTEJBbHOM LENH
MOJYYWJI Ha3BaHUE «OKUCIUumenvHoe dochopunuposanues
IIOTOMY, YTO OH COCTOMT U3 MPOLIECCOB OKUCIeHUA U (hochopu-
JUPOBaHUsl, TECHO COTIPSHKCHHBIX MEX Ty co0oi. PaHbie cunta-
JOCh, 4YTO JBIJKYLIAs CWJIa INPOTOHOB BeChbMa BaXKHA JUIS
cuHTe3a AT®. OqHOBPEMEHHO CUUTAJIOCh, UTO IPUCOEAMHEHNE
npotoHa K AT®-cuHTa3ze uUrpaer pelarllyo pojib B CHHTE3e
AT® u peryaupyer CKOpocTh 00pa3oBaHUS MakKpO3proB B
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MUTOXOHJIpUH, U uTO0 ATD-cruHTa3a, Ha3pIBaemas Takxke V KOM-
TUIEKCOM OKHCIHMTEIBHOTO (ochOpMINpOBaHUs, OTBETCTBEHHA
3a rpaauedt npoToHos (HY), Bo3HMKaromuil monepek BHyTPEH-
Hel memOpansl mutoxoHApui [115]. CormacHo ke Teopuu
[lerepa Murtuena, JBHXKyIIas Cuja MPOTOHA U €CTh Ta camasi
cuiia, kotopas BeseT kK cuHTe3y AT® npu 1BUKEHUU AIIEKTPO-
HOB monepek MeMmOpanbl. AT®-cuHTeTaza ke obecrneynuBacT
00paTUMoe B3aUMOIIPEBPAIICHNE YHEPTUH IEKTPOXUMHUIECKO-
ro MOTEHUHaJa U YHEPTUA XUMUYECKHX CBs3ed. Tak, mporecc
OKHCJICHHsI CyOCTpaTOB CO3JaeT Ha MeMOpaHe MHTOXOHIPUI
ANEKTPOXUMUYECKUI MOTEHLMaN, a npouecc (pochopuiarpona-
HUS €0 UCTIONB3YET («racut»). Takum 00pa3oM, 3JIEKTPOXUMHU-
YeCKUI MOTEHIMaN 00ECIeUnBaCT conpsiiceHue, NHaue roBops,
CBSI3bIBaHUE TPOLIECCOB OKUCIEHUS U pochopunmupoBanus. Tak
KaKk HEOOXOAMMBIA I COMPSDIKEHUS DIIEKTPOXUMHUYECKUI
noreHuuan coszparor I, III m IV komIuekcsl uenu nepeHoca
3JIEKTPOHOB, UX HA3BIBAOT NYHKMAMU CONPANCEHUs. OKUCTICHUS
1 GochopruIMpOBaHHUSL.

Ceroans y»Ke U3BECTHO, YTO JIEKTPOXUMUYECKUNA MOTECHIIH-
all BHYTPEHHEH MeMOpaHbl 3acTaBiseT IpoToHsl H' qeurarscs
U3 MEXMEOPaHHOTO MpocTpaHcTBa Mo kaHany AT®-cuHTa3bl B
MaTpukc MUTOXOHApuM. IIpu Kaxknom mnepeHoce IPOTOHOB
yepe3 KaHall Fo SHeprus 371eKTpOXUMHUYECKOT0 OTEHIINAIIA pac-
xoayercs Ha oBopoT crepkHsd AT®d-a3p1. B pesynbrare sToro
noBopoTa KoHpopMamus « - U P-CyObeIUHUL] LUKINYECKU
M3MEHSETCA M KaXIblii U3 3-X aKTUBHBIX LIEHTPOB, 00pa30BaH-
HBIX Mapam o- U B-cyObeAUHMI], KaTaIU3UPYeT OYEepeIHYIO
¢dazy nukma. [{uKa cocTOUT U3 CIeayonmX OCHOBHBIX ¢a3: 1)
ces3piBanue AJI® u Heoprannyeckoro ¢ocdara; 2) obpa3ona-
HUe TpeTbel (ocdoanrnapuaHoil cBs3u B cocrtaBe ATD; 3)
ocBOOOXKACHHE KOHEYHOro mpoxaykra, AT®, uz depmenra
[116]. Beime yxe OblIO CKa3aHO, YTO IIENb MEPEHOCA 3IEKTPO-
HOB COCTOUT U3 4 OEIKOBBIX KOMILUIEKCOB, 00ECIEUNBAIOIINX
npoiiecc OKHcieHus, U oaHoU AT®-a3bl, OTBETCTBEHHOW 3a
dochopunuposanue AII® B AT®. AT®-cunrerasa, win H'-
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AT®-azanorpednser 40-45% cBOOOMHOW SHEPTHH, BBIJICIUB-
wieiicst ipu okuciaennn. H'-AT®-a3a — 370 HHTErpaIbHBIi Oe-
JIOK BHYTpPEHHEH MeMOpaHbl MUTOXOHIPHHA, KOTOPBIH COCTOUT
u3 2 6enkoBbix KoMIuiekcoB Fo u Fi(puc. 33).

Fy viewed from below

Puc. 33. FI- u Fo-cyoveounuyvt ATD-a3vl.

I'unpodobusIit kKomIuieke Fo morpyskeH B Touiry MmeMOpaHbl
U CIYXXHUT OCHOBaHHEM, KoTopoe ukcupyer ATD-cuHTazy BO
BHyTpeHHel memOpane. Kommeke Fo cocTouT U3 HECKOIBKUX
cyObenuHUL, 00Opa3ylolMX KaHaj, MO0 KOTOPOMY MPOTOHBI
MIEPEHOCATCS U3 MEKMEMOpPaHHOTO MPOCTPAHCTBA B MATPHKC.
Komrmnekc Fi rpuboBUIHO BBICTYMAET B MOJIOCTh MUTOXOH/IPH-
anpHOro Matpukca. Kommiekc Fi cocrout u3 9 cyobenunui :
3a, 3B, a Takxke v, 0, €. CyObequHUIIBI 0 U 3 YII0KEHBI MTOTIAPHO,
o0pasys «ronoBky» AT®-a3el. Mexny o - u B-cyObeTMHUIIAMHI
pacrnonararmTcs 3 aKTUBHBIX KaTAIUTUYECKUX LEHTPa, B KOTO-
pBIX UKIMYHO Tiporcxoaut cuaTe3 AT®.Cyosenunutis v, 0, €
cBs3pIBarOT kKoMmiiiekce Fi, ¢ Fo.

B npupone cymectByer 4 tuna AT®-cuHTa3, U3 HHX
oOHapyxuBaecMasi B MHUTOXOHApUsX AT®d-cuHTa3a COAEPKHUT
nomiy Fo, npomyckaronryto IpoTOHbI TOJIBKO B OJJHOM HaIpas-
JEHUM — U3 MEXMEeMOpaHHOrO MPOCTPAHCTBA B MATPHKC.
[Tonnpiii Habop OenkoB oMbl ATd-a3bl COAEPKUT HE MEHEe
12 pa3nu4HBIX MOJUTENTHIHBIX IETei, HEKOTOPBIE 3 KOTOPBIX
MpEJCTaBICHbl B BUIE HECKOJIbKUX Komui. ATd-cuHTaza B
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o0mell CIIOKHOCTH COCTOUT U3 Oosiee 20 GENKOBBIX CyOBeau-
uutl. F1 qoMeH conepkuT 9 cyObenuHUI MSITH Pa3IHYHbIX BU-
noB. Yepenysch npyr ¢ aApyrom, 3 o- u 3 B-cyObeauHUIBI 00pa-
3YIOT UEHTPAJIbHBIN Ban JoMeHa Fi:

['puboBuHAs yacTh oMeHa F1 nmeet crumocHyTyI0 hopmy
pasmepoM 8 M Ha 10 M. Kaxxgas o-f mapa comepkuT B paciie-
JTUHE MEXIY STUMH CYObEeTUHUIIAMH OJMH KaTaTUTUIECKHIMA

MAaT R EC

raMM e EpanHoe , NPCTOoHHBLI A
NpocT pPaHCTED e -~ KaHan

Puc. 34. Illpocmpancmeennoe pacnonosicenue ATD-azvl 6
mumoxonopuu. Cpepuueckas uacmo FoF -AT®-azwl ceszana
yepe3 HOJICKY ¢ 6HYMPeHHell MeMOPaHoll MUMOXOHOpUY

IIEHTP W OJIMH TIOTPYKEHHBIM BHYTPb HEKATAJIMTHYCCKUI
Hykineotus (AT®- unu AJID-) — cBA3bIBAIOLIUI LIEHTP, U TOJIb-
KO OJHA W3 O3THUX Iap acCOIMUpPOBAaHA C O-CyOBEIUHUIIECH,
KOTOpast SBJISIETCS YaCThbIO «BTOPOTO cTep kHs» (puc. 34). [117].
O U &€ CyObEeIMHUIIBI CBSA3BIBAIOT Y-CyOBEIUHUIY U TTOMOTAIOT
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coenunenuto F1 nomena c Fo. LleHTpanbHBbIii cTep:keHb Bpala-
eTcsi co ckopocThio 50-100 000pOTOB B CEKYHY.

AMUHOKHUCIIOTHAs TOCIEA0BATEIbHOCTh  [B-CyObeTuHUI
UJCHTUYHA, OJJHAKO OHU UMEIOT KOH(POPMAITMOHHEIE Pa3IINIHs,
B OCHOBHOM MOTOMY YTO TOJBKO OJHA U3 HUX aCCOIMHUPOBAHA C
vy cyosenunaniieii. ATD-AJID cBA3BIBAIOIMNN yIACTOK KaXIOM
13 Tpex P-cyObenUHHMII pa3IudeH U o0o3HavyaeTcs kak B-AJ[D,
B-AT®, mycras - cyObenuHuna. JTa pa3HUIA Ype3BbIYAIHO
BayKHA ISl MEXaHU3Ma JeHCTBUS 3TUX O6enkoB. B cBsi3u ¢ Tem,
410 000p0THl AT®-a3b!I 3aBUCAT OT Y CyOBEINHUIIBI, HA KaXK/IbIE
3 mpoTtoHa, nponyckaeMbie ckBo3b AT®-cuHTazy, cyObeauHu-
11a TIOBOPAYMBACTCS, U KOMIUIEKC JIeNIaeT OJUH 000pOT, B UTOTE
obpasyercs 1 AT®. B-cyObequHUIIBI KOHTAKTUPYIOT TAKUM 00-
pa3om, 4TO Korja ojgHa cyObenuHuia BeIcBOOOXIaeT ATD u
MpeBpaIiaeTcs B MyCcTy0 B-CyObeAMHUILY, COCEIHSS K HeH [3-
cyorenununa npuauMaet B-AJl® xoHpopmaruio, apyras xe
COCEIICTBYIOIIAs C Hel B-cyObeAMHNIIA TOJKHA TPUHSTH GOopMY
B-AT® xoudopmaruio (puc. 35). Takum oOpa3om, MociIe Kax-
JIOTO TIOJTHOTO 000POTa B MHTAKTHON MUTOXOHPUU CUHTE3UPY-
I0TCS U BBICBOOOKTatoTCst 3 ATO.

AL cBAsbiBaeT o

All¢nhi

ADP+P,

. -]
Py —— - 7~

ATP

Komninexkc AT® ¢

Puc.35. Yemvipe cmensiiowyue opyz opyea 80 epems cunmesd
AT® kongopmayuonnvie cocmosnus ATD-asoi.

Kak Oput0 0oTMEUeHO BbImIe, cymiecTByeT 4 tuna ATd-a3 u
AT®-cunta3: F-tunsl u V-tunsl. F-Tuie1 Mano omiiMyaroTes Jpyr
ot npyra. bonee toro, F- u V-tunbr AT®-a3 coCTOAT U3 OJHUX U
T€X K€ CTPYKTYPHbIX KOMIOHEHTOB. Kak u AT®-cunTaza, V-tun
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AT®d-a3 conmepxur nepudepudeckuii foMeH (V1) U HHTETrpaib-
HbI MeMOpaHHbII KOMIOHEHT (Vo). V1 COOEPKUT 7 PazIuuHbIX
CyObeMHUI, U3 HUX 3 @ W 3§ pacnonaraiorcsi BOKPYT IICH-
TPaJTBHOTO CTEPXkKHSI O . Vo Takke HMeEeT 3 CyOBeIUHHIBI U
HECKOJIbKO Komuii cyobeauHuiibl C. CoBepIIEHHO OYE€BUIHO, YTO
3Ta CTPYKTypa O4eHb HanmomuHaet cTpykTypy ATP-a3 F-tuma, ¢
ToM ymiib pasHuiied, uro V-tun ATP-a3 nokanusupyercs He
CTOJIbKO Ha BHYTPEHHEH MeMOpaHe MHUTOXOHIPHM, CKOJIBKO Ha
BacCKyJIsIpHOW MeMOpaHe BBICIIUX PAaCTEHH M TPHOOB, a TaKKe
CEKPETOPHBIX, JIN30COMATIBHBIX U 3HAOCOMAIIbHBIX BE3UKYL.

1.8.4.2. CTpykrypa u padora «<MoTOpa»
AT®-cunTa3pl

Cxematnuno AT®-azy MOXKHO TpeICTaBUTh B BHIE
MOTOpPYHKa, B KOTOPOM HMEIOTCS JBWXKYIIUH «pPOTOP»,
CTaOUIM3UPYIOLIUN «CTaTOP» U CBS3BIBAIOIIMI «TOJIOBKY»
AT®d-a3s1 co «cTaropom» peryar (puc.36).

Pbivar,
CBA3yOLWUN
cTartop

| S e

M

s
Cmamop Pomap

Puc. 36. Cxemamuunoe pacnonosicenue momopa AT@-a3zvl:
«pomopay, «cmamopay u ceazvisaue2o «20106xy» AT-azvl co
«cmamopomy pwluaza.

Ha pucynke 37 mnpencraBiieHO HampaBlIEHUE IBUKEHUS
oOecnieunBarommx cuaTe3 AT KOMIIOHEHTOB.
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,' 'f’v

.\,&./ LN
NP N
W A
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Puc. 37. Hanpaenenue epawenus «20106Ku»
u «HoxHcKuy «momopay ATD-azvl.

Brime yxe Obuto ckazaHo, uyTo rosoBka AT® cuHTa3bl
COJIEPKUT 3 MIEHTHUYHBIX Apyr Opyry KomIuiekca a / f8
HAXOJSIIMXCS B PA3NMYHBIX KOH(DOPMAIIMOHHBIX COCTOSHUSAX
(puc. 38).

Puc.38. Tpu xongpopmayuonnvix cocmosnusi ATD-azwi:
«Op, «Ly u «T».
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1. Kondopmamus «O» («OTkpbITasg» KoHpoOpMarus)
umeet HU3KYI0 adpuaHOCTh K AJID, AT 1 HEOpraHUYeCKOMY
¢bocdaty u He IPOSABISIET KATATUTHYECKOW aKTUBHOCTH.

2. Kondpopmamms «L» («Jlerko OTCOSOUHSIONIASICS
koH(popmanus) cnabo npucoeaunser AP, AT® u neopranu-
geckuit pocdar, He IMEeT KaTaTUTHIECKON aKTUBHOCTH.

3. Kondopmarus «T» («mmpoyHo cBs3aHHas» KoH(popma-
1ust) xopoto cBsizeiBacT AJID, AT® u Heopranuveckuii doc-
¢at, IposBISET BBIPAKEHHYIO KaTAIUTHYECKYI0 aKTUBHOCTb.

KondopmanuonHble cocTOSIHUS TpeX /8 reTepoaume-
poB (puc. 39) HaxoasATCs MO/ BO3JIEHCTBUEM aCUMMETPUYECKUX
B3aUMOJACHCTBUN «poTopa». OHU IUKINYECKH MEHSIOT CBOE
COCTOSIHME, OJMH 3a JPyr'MM HpOXOJs 4Yepe3 Bce 3TU TpHU
KOH(OPMAaIMOHHBIE COCTOSHIS, KaK TToKa3aHo Ha puc.39.

I'IpuE‘cl r‘lp‘ut‘unun
uapas ATd-azy 0
SpALEHHE POTORS

ATP

—

ADP, Pi

Puc. 39. Hzmenenue nonodxcenus «pomopay» 60 8pems CuHmesa
AT®. IIpu npoxoacoeruu npomoHos uepes «pomopy KoHpopmayus
ATD-aze1r mensiemcess 6 nociedo8amenbHOCmU, YKA3AHHOU HA PUCYHKe.

Karamutuuyeckas ronoska AT®d-a3bl HOXKKOMH, T.€. OJIATOMHU-
LMH-YYBCTBUTEIbHBIM cTepkHeM [118], cBA3aHa ¢ MPOTOHHOM
MIOMIIOH, BCTPOEHHOM BOBHYTPEHHIOI0 MEMOpPaHy MUTOXOHIPUH
(puc. 40) [119]. Cuuraetcs, uto mus cunHrteza kaxaoro ATD
TpeOyeTcsi TMPOXOKACHHE 3 TMPOTOHOB CKBO3b MEMOpaHy
KOMIUIEKCa M3 MEKMEMOPAHHOTO TIPOCTPAHCTBA B MAaTPHUKC.
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F,- cybvepuuniua B
Tonuwe memépaHbl

F, -cy6beguunua,
rpuGoBuaHan ronoeka

Puc. 40. YyscmsumenvHolil Kk 01ucOMUYUHY KOHGOPMAYUOHHDBLL
oenox (OSCP- oligomycin sensitive conformational protein) signsemcs
ceazyrouum 36eHom mexncoy Fo- u Fr-uacmamu AT®-a3zvol.

AT® + H20 ADD + Du

\\ % Karanutnuyeckui ueHTp 1, oTKpbIT
a cy6begunuua 5 (g)

= Hykneorugubie yerTpbl

n‘ y ua UeHTp

Karanutuyeckui yentp 1,
paccnabnen:

Karanutuuecknin
ueHTp 1, cKaToin :

CwuHTes

Mupponus

\\ / ATO

Puc. 41. Cxema cmpykmypor AT®-asbl.

Pazpes nomnoii ronosku AT®-a3sl yepe3 Tpu napsl cyoObeu-
HUIl (@— ¥ [§- T€TEpOAUMEDBHI); Bpallamomas y — cyObeIuHuIa
HaxoauTcs B ieHTpe. Kaxkmas a/ff mapa coiepuT B paciieanHe
[0 OJAHOMY KaTaJIUTHYECKOMY IIEHTPY U OJIHOMY HaxoJslle-
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Mycs B ITyOMHE IOTIOJIHUTEIbHOMY HYKJIEOTUTHOMY HEKaTaJu-
TUYECKOMY LIEHTPY (Ha pUCYHKE OH KOpHuHEBbIi). Tonbko oHa
napa cyObeqMHHMII CBA3aHa C Y- CyObeaununei (B Micrococcus
luteus - 310 He §-, a € —cyObeauHMLA). JTa Mapa CyObeIUHULL
SBJIAETCS YACTBIO «BTOPOI HOXKKNY.

l'omoBka Fi comep UT TpH HYKIEOTHI-CBSA3BIBAIOIINX
caiita. BeposiTHee Bcero, pepMEHT NMPOXOIUT yepe3 Bce TpU
BbIIlIEyKa3aHHbIE (a3bl KaTaauTHueckoro Iukia. Ha mepsoit
CTaJuH K aKTUBHOMY LIEHTPY, 00ecIieunBaroeMy 00pa3oBaHHe
aHruapuAHOMN cBsi3u B coctaBe AT®, mpucoenuustores AP u
Heoprannueckuii ocdar. DHepreTHuecKu 3ta cTaaus odecme-
YUBAETCSl 3a CYET MPOYHO MPUCOEIUHEHHOTO K AKTUBHOMY
neHTpy AT®, ruaponus KOTOPOro JaeT HEOOXOJUMOE KOJH-
YeCTBO HPHEPruM. DHEPrusl [ 3amycka BCEro 3TOTo Mpoliecca
OepeTcs OT PHEPTUU JIBUKEHUS IPOTOHA.

BpaweHue y-cy6beauHnybl Ha 120°

Puc. 42. Uszmenenue konghopmayuu AT®-azer O, L u T.

Bpamenue -cyObeauHUIBI 00ECTICUMBACTCS JABUKCHUEM
ANIEKTPOHOB Yepe3 OTBEpCTUE CyObeqUHUIIBI FO, «HOXKKI» (puC.



Bce o buonozuueckom okucienuu.: om «a» 00 «ix. 119

42). O0pa3zoBaHHe IPOYHON CBSI3U MEXKIY Y- U —CyOBeIuHUIIA-
MU 3aCTaBJIsIET UX BpamiaThecs BMecTe. Kaxprii moBopoT Ha 360°
3aBepiuaetcs oopasobanueM 3-x AT®. Hoxka Fo morpyxena B
TOJIIy BHYTPCHHEW MeMOpaHbl W SBISCTCS MOJICKYJISPHOM
TypOUHOM, ABMKUMOM TpaHC-MeMOpaHHBIM TPOTOHHBIM TPaiu-
eHToM (puc. 43).

Puc. 43. Cmpyxmypa Fo — «monexyaapuot mypounwly,
OBUNCUMOU MPAHCMEMOPAHHBIM 2PAOUECHINOM
KOHYeHmpayuy npomoHos.

Bxoxnenne B HOXKKY Fo IPOTOHa BBI3BIBACT BpalECHUE
pacrpeeuTeNbHOr0 Bajla BHYTpHU 0a30BOM IutacTHHbBI Fo M
rpynnsl OenkoB rojioBku Fi, B uyacTHocTH y-CyOBEAMHHUIIBI,
BbI3bIBass KOH(OPMALMOHHBIE H3MEHEHHUs enuHull. Bropasd,
HaXOJAIIascs BHE LIEHTPa OEJIKOBasl CBSI3KA CBSA3BIBAET I'OJIOBKY
AT®-a3bl ¢ HOXKKOMH, MPeIOTBpAILas TAaKUM 00pa3oM Oecrones-
HOE BpalleHUE I'OJIOBKU B TO BPEMsl, KOT/1a LICHTPAJIbHBIN Ball
BpalllaeTcs. DHEPrusl BpALICHMs MEpPeNaeTcsl KaTaIuTUYECKUM
cyowsenunuiiam roioHoi yactu F1 AT®-cunrassl. Tak Ha3biBa-
eMBII «KyJIJauOK» pa3beIuHseT OEIKOBbIE CyOBEAWHUIIBI, HE
MO3BOJIsIA MM coemuHiAThcst ¢ AT® um rumponus3oBaTh €ro.
ITomyuyaemas »xe OT BpallleHUs DSHEPrUs Ha DOTOH CTaguu
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ucnosnb3yetcs Ha BoicBoOOkieHne AT® ot koMmIuiekca, a He Ha
obpazoBanue ATO.

JBmwxkenue y-cyobenuuunbl B 1ieHTpe ATd-a3wer 3amyc-
KaeTcsl JBM)XKEHUEM NpoTOHOB uepe3 kosblio C Hoxku Fo.
[Ipouynas cBsa3p Mexnay C KONBLIOM U Y-, €-CyObeIUHUIIAMU
3aCTaBIISIET X TOXKE BPAMIATHCS C Y-CyOneaunauiei (puc. 44).

AoeT

H* BPAMATRCH 1O
maconod
cTpeme

Puc. 44. Tpancnopm npomornos cmumynupyemcs 6a3aibHbIM
Fo C-kxomnnexcom u 8pawenuem yeHmpaibHO20 CIMepiHCHe8020

Yy —pomopa.

Kaxnoe Bpamenue konbsia C Bokpyr cBoeit ocu Ha 360°
BesieT K cuHTe3y Tpex AT®. TpancnopT NpOTOHOB CTUMYJIUPY-
€TCs MX KOHTAaKTOM C HOXKOH Fo M KOMINIEKCOM, a Takke
BpalIEHUEM IIEHTAIBHOTO CTEPKHS Y-poTopa. [lommna conepxut
AMUHOKHCIIOTY apTHHUH, KOTOpasi IepeIaeT HOHBI BOJIOPOJIa Ha
acmaprat potopa (puc.45). Acnaprar - THIUYHAS OTPHUIIATEIHHO
3apsOKEHHAs aMUHOKHCIIOTa POTOPA, OKPY)KEHHAss MEMOpPaHHbBI-
MU JUIIUIAMU, U 3TO €r0 KaueCTBO 3/1€Ch UCIOJIb3YETCA B Iepe-
Jladye MOHOB Bojopoja dyepe3d ATd-a3HbIil KaHAT U, COOTBET-
CTBEHHO, JIJIs1 BpallleHUs1 poTopa.
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Puc.45. Ocmamku acnapauno8ou KUCiomvl U apeUuHuHa
6 cocmase NPOMOHHOU NOMNBI.

Wtak, poTop nmoBopaynBaeTcsi TOJbKO TOI/a, KOrja acmap-
TaThl IPUCOEAUHSIOT BOJOPOJ] U CTAHOBSITCA AJIEKTPOHEUTpab-
HbIMU. VMOHBI BOJOpO/A MPOXONAT 4epe3 H3BUIUCTBIA IMyTh
moropa Fo, BbI3bIBas BpamieHue poropa. OHU coOuparoTcs
LENbI0 U3 aMUHOKHUCIIOT MTOMIIBI U 3aTeM IepealoTcs Ha apru-
HUH. APrUHMH II€peNaeT BOJOPOABl POTOPY, KOTOPBIM BCE 3TO
BpeMs BpallaeTcs ¥ MOBOpaYMBaeT BCE BMeCTE ¢ cO00M. 3aTemM
BOJIOPO/IbI 3aXBaTHIBAIOTCS JPYTUMH aMUHOKHCIOTAMH MTOMITBI
U B KOHIE KOHLIOB NEPENAIOTCSI HAa MPOTHUBOIOJIOXKHYIO YacTh
BHyTpeHHel MeMOpansl [120]. CeronHs nporecc mpoxokIeHHs
HWOHOB BOJIOpoAa 4yepe3 Bojgopoanyto nomiy ATd-a3el Bee ene
MHTEHCUBHO u3y4daercd. IIpenmeramu usydeHus B 3TOM IIpo-
LIECCE Ha CEerOHS SIBIISIFOTCS:

1. Bpamenue nentpanbHOro Bana BHyTpu Fi st koopau-
HaIlUU JAEUCTBUN TPEX KOONEPATUBHBIX, YEPEAYIOLUIUXCS IPYT C
JPYroM KaTaIUTUYECKUX HYKJIEOTHU/I-CBSI3bIBAIOLINX LICHTPOB,



122 M.D.Amuposa

2. Bpamenue cyobeaunui BHyTpu Fo Bo BpeMst BHICBOOOXK-
JIEHUs SHEpruu npu TpaHcnopte. [IpumeuaTenbHo, 4yTO comnpsi-
xenue sHeprun ¢ ATD-cuHTa30i BecbMma 3¢ (HeKTUBHO U 00pa-
TuMoO. Tak, ABMXKEHUE MPOTOHOB uepe3 Fo mpu compsixeHuun
dbochopunupoBaHus ¢ JpIXaHUEM OJHO3HAYHO BEJIET K CUHTE3Y
AT®. Opnako teopernyecku AT®d-a30ii MOXET HPOU3BO-
muThbes Takoke u ruaponu3 AT®, u Toraa sHeprus ruApoinsa
OyZeT UCTIONB30BaThCs TS TIEPEHOCa IMPOTOHOB Yepe3 HOHHBIN
KaHaJl B 0OpaTHOM HamlpaBlIeHUU M CO3/1aBaTh TaKUM 00pa3zom
TpaHCMEMOpPaHHBIH, JIEKTPOXUMHUUECKUN TMPOTOHHBIA Tpaau-
eHT (KaK TO POUCXOauT, Harpumep, B Na"/K ATd-aze, Ca*'-
ATd-aze).

Eme pa3 ormetum, uto y AT® Her kakoi-nmmbo0 3amacHon
¢dopmbl. Tloatomy Bech ¢opmupyembiii AT® HememieHHO
UCIIOJNIb3YETCS Ha HYK/bI KJIIETKH, TaK 4TO KOHIeHTparus AT
B KJICTKE, BHE 3aBUCHMOCTH OT COCTOSIHUS TIOKOSI HJTH K€ (PHU3H-
YeCKOW aKTUBHOCTU MPAKTUYECKU JEP>KUTCS HA MOCTOSHHOM
ypoBHe. Maneiimee wn3meHeHue KoHueHTpauuu AT® Bo3-
JeiicTByeT Ha MeTabO0JIMYEeCKUi cTaTyc KIeTKU. Tak, B COCTOs-
HUU SHEPTETUYECKOI0 r0J10/1a KJIETKA XapaKTepU3yeTcsi OTHOCH-
tenbHO HU3KUM AT®, Ho BeiIcokuM AJID, Toraa kak B COCTOSI-
HUU CBITOCTH B KIIeTKe mpeoOmamaer Tpudocdarnas (opma
3TOrO HYKJICOTHAA.

1.8.5. Pazo0menue pochopuiupoBanus u
OKHCJIeHHSI B MUTOXOHAPHUSX

[ToBpexxaeHre BHyTpeHHEH MeMOpaHbl MUTOXOHAPHIL, yBe-
JMYECHNE €€ TPOHUIIAeMOCTH, HAalPIMep MO JCHCTBHEM pa300-
wumeneu CONPSIKEHUS, BbI3bIBAET MCUE3HOBEHHE 3JIEKTPOXH-
MHUYECKOTO IOTEHINANA, Pa300IIeHNe IPOLECCOB OKUCICHUS U
bochopunupoBanus, a Cie0BaTENbHO, IPEKPALIEHUE MTPOLEC-
ca cunreza AT®. Pazobmenuem apixanust u ¢pochopunupona-
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HUS HAa3bIBAIOT SIBICHUE MCUYE3HOBEHUS Ha MeMOpaHE 3JIEeKTpo-
XUMHYECKOTO TIOTEHIIMANa TMOJa JCHCTBHEM pa3olmuTeneid u
npekpamieHue cuHte3a ATd. Pazo0mmurensiMu  sSBISIOTCS
BEILIECTBA, KOTOPHIE MOTYT MEPEHOCUTh MPOTOHBI WM JPYTUe
MOHBl Yepe3 BHYTPEHHIOID MEMOpaHy MHUTOXOHIPHMA, MUHYS
kaHanel AT®-cunrerassl. PazoOmmrenn, co3aromiue KaHabl
JUIA TIepexo/ia MPOTOHOBB MaTPUKC, HA3BIBAIOTCA NPOMOHOQO-
pamu, BEIIECTBA K€ MEPEHOCIIIE JICKTPOHBI U3 MEXMEMOpaH-
HOTO TPOCTPAHCTBA B MAaTPHUKC, HA3bIBAIOTCS wUOHODOpamu
[119]. B pesynbrare pazobmenus koiamuectBo ATD B kieTke
CHMXKAeTCs, OAHOBpeMeHHO yBenuuuBaetTcsi AJ[D, Bo3pacTtaeT
ckopocTh otpedsienus Oz, okucnenuss HAJIH2, ®AJIH2, ogHa-
KO OCBOOOXKIAIOIIasACsi U3 HUX CBOOOJHAS SHEPrusi pacceuBa-
eTcs B BHJE TeroThl.Kak mpaBuiio, pa3oOmuUTen -3TO JIHIIO0-
¢buibHBIE BEIIECTBA, JIETKO MPOXOASIINE 4Yepe3 MEeMOpaHBI.
Hanpumep, BemectBo 2,4-muHUTpod)eH0 Tpancnoprupyer H'.
Cpenu nexkapcTB TAKUMH CBOWMCTBaMHU 00J1a1aeT JUKyMapoll, U3
9H/IOTCHHBIX KOHEYHBIX METa0OJUTOB OOMeHa — OwiHMpyOuH.
["'opMOH MIMTOBUIHOM Kelle3bl TAPOKCUH M AHTUOMOTUKH BaJu-
HOMHUIIMH M TPAMHUIUANH TaKXe SBIAIOTCS Pa300UIUTEISIMU
TKAHEBOT'O JipIxaHus. Pazobiarolue TKaHeBOe JAbIXaHue OeKu
00pa3yroT BO BHYTPEHHEW MeMOpaHe MUTOXOHIPHIA IIPOTOHHBIN
kaHain. [loBbllleHHEe MPOHUIIAEMOCTH BHYTpPEHHEH MeMOpaHbI
IS TPOTOHOB BEJET K TOMY, YTO CKBO3b Hee IpoToHbl H' u3
MeXMeMOpaHHOTO MPOCTPAHCTBA IPOHUKAIOT BHYTPh MUTOXOH-
npuil, MUHYS a3y MPOXOKACHUS Yepe3 KOMIUIEKC V. YHUYTO-
KEHHUE DIIEKTPOXUMHUYECKOI0 IpaJueHTa He no3poisier ATD-
a3e aKTUBU3UPOBATHCSA, B PE3YJITATE YETO SHEPTUS ABUKYIIHX-
Csl MO LIENH MepeHoca IEKTPOHOB U MTPOTOHOB PACCEUBAETCS B
BHJIE TEILJIa, BMECTO TOTO YTOOBI KYMYJIMPOBATHCS B aHTHUAPUI-
HbIX cBs3six AT® wu 3aBepmarbcsi mnpousBoacTBoM ATO.
B ¢usnonornyeckux yciaoBusix B Oypoii >KUpOBOW TKaHU HOBO-
POXKJIEHHBIX MJIEKOIUTAIOIIUX, B TOM YHCIE U y YEIOBEKa
cuHTe3upyercs 6enok tepmorennn. OH Taxke nepenocut H' u3
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MeXMeMOpaHHOTO MPOCTPAHCTBA BHYTPh MAaTPHUKCA MHUTOXOH-
Apuil, CBOIS K HYJIO 3JeKTpoxumudeckuii H' rpamauweHt co
BCEMM BBITEKAIOMIMMHU OTCIOJA IMOCIEACTBUAMU. THUPOHIHBIE
TOPMOHBI SIBJIIIOTCS Pa30OLIUTEISIMA TOJIBKO B TOBBIIICHHBIX
7103aX; TaK HaIIpUMeEDP, IPU TUPOTOKCUKO3€ OHHU BEAYT K CHUXKE-
HUIO TPOTOHHOIO TIpaJuMEHTa Ha BHYTPEHHEW M BHEUIHEH
MOBEPXHOCTAX BHYTpeHHeH meMmOpanbl. IHTepeceH TOT (axr,
9TO B (PU3MOIIOTHYECKHX J103aX T€ KE CaMble TUPOUIHBIE TOp-
MOHBI CIIOCOOCTBYIOT COTPSIKEHHIO OKHCIeHUs U Gochopuu-
POBaHMsI, CTUMYJIUPYS TAKUM 00pa3oM BeIpaboTKky AT® muro-
xoHapusimu [120]. AneruicaauiuioBas KUCI0oTa (aCUpuH) B
BBICOKMX J103aX U TSDKEIbIM METaJll MBIIIBSIK TaKXeE IEHCTBYIOT
Kak pazoomurenu ¢pochopunuponanus. [Tocne nx Bo3aeiicTBus
Ha OpPraHM3M TeMIlepaTypa Teja MOAHUMAETCS, YTO SIBISETCS
pe3yabTaTOM PACCEMBaHUs YHEPTUU JIEKTPOHOB B BUJIE TEILIA,
¥ BO3HHMKAeT OIIyIIECHHE >Kapa, OJHOBPEMEHHO HAOIIOAeTCS
CHW)KEHUE Beca Tela, YTO BIIOJHE E€CTECTBEHHO B YCIOBHAX
CHIDKEHHsI BbIpaboTk AT®, TpeOyemoro st BceX CHHTETH-
yeckux npoueccoB [121]. MexaHnusm JIelCTBUS HCMOJIb30BaB-
LIErocs 10 CPAaBHUTENBHO HEJJaBHETO BPEMEHU MIPOTUB LIEJUIIO-
JUTa mpenapara JUHUTPOPEeHoIa aHATIOTUYEH BBIIIE YKa3aHHO-
My. DTOT npenapar, JeHCTBYIOIUN B KAUeCTBE TPAHCIOPTUPY-
IOILIETO MTPOTOHBI BHYTPh MAaTPUKCa YEIHOKA, UCIIOIb30BAJICS B
MEIUIMHE JUIsl CHWKEHUs Beca Tena. OnHako ero moOOuHbIE
3¢ deKThl, Takue Kak MOBBIIICHHE TEeMIEpaTyphl Tena, B psie
CIly4aeB BEJIM K JIETAJIbHOMY HCXOJY, IOCKOJIBKY PacCEHBaB-
masics B BHUAE TeIUIa SHEPIrHUs Bella K MEpPerpeBy JIOAEH,
HAXOJUBIIMXCS TOJ aKTUBHBIM COJIHLIEM.

Kpome ynnomuHaBIINXCS PEXkAE POTEHOHA, MIPENSATCTBYIO-
mero pabore komruiekca I, mHrnObmpyromero komruiekc 11
aHTUMHIMHA U OJOKHPYIOMIMX LHUTOXPOMOKCHUIA3HBIM KOM-
IUIEKC UAHHUJIOB, CYIIECTBYIOT M IPYTUe Pa30OIIUTENH JIbIXa-
HUSA, KOTOPbIE TOXKE MPENATCTBYIOT Iepeaade 3JIEKTPOHOB IO
LI1D. AtpakTuiio3us; OJOKHPYET PEaKIUio TPAHCIOKAITUH
ATO/ A1® (puc. 46) [121].
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Puc. 46. Ampaxmunosuo - enuxo3uo, 06nadarowull 8bICOKOL
MOKCUYHOCHIbIO 8Cledcmaue uHeuouposarus mpanciokazol ATD/ AJ[D.

MUTOXOHAPUH CTAHOBATCS HECTIOCOOHBIMH TOTJIONIATh M3
uuromiazMel AJI® u TpaHCIOPTUPOBATH B LIUTO30J1b CUHTE3U-
poBanHbll AT®, uTo Beaer k HakomieHuto AT® B marpukce
MUTOXOHJIpHI W aBTOMaTtudyeckomy wuHruoupoBanuto [ u II
obmiero myrtel katabonm3ma, mepeHoca ekTponoB mo LI15,
MIOCKOJIBKY BC€ 3TH Iporecchl ABisA0TC AJld-3aBucuMbIMU 1
TOPMO3ATCS IIPU MOBBIILIEHUHU KOHLIEHTpauuu ATO.

OH
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OnuroMurvHbl, 0O0IIAs CTPYKTYpa KOTOPBIX IPUBOIAMUTCS
HIDKE, CBS3bIBASICh C YYBCTBUTEIHHBIM K OJTMTOMHUIIMHY KOH(pOpMa-
rmoHHbIM OenkoM OSCP, npenstctBytoT cuaTesy AT® Ha ypoBHE
V kommiekca. B tabin. 7 npuBeaeHbI pafiKaibl pa3InvHbIX aHTH-
OMOTHKOB, 00bETMHEHHBIX OOIIMM Ha3BAHUEM «OJIUTOMULIMHBDY).

Tabn. 7. Panukanel R aHTMOMOTHKOB U3 TPYIITBI OJIMTOMMIIHA

-CH; -H -OH =HH -CH;
-CH3 -H -OH = -CH;
-CH3 -H -H =H,H -CH;
-H -H -OH =H,H -CH;
-CH3 -OH -OH :O -CH3
-CH; -H -OH =HH -CH:
CH;

-H -H -H =H,H -CH;
-CH; -H -OH =H,H -CH;
CH;

-CH, -H -OH =0 -CH;
CH;

OnHako cieayeT OTMETUTD, YTO CYIIECTBYIOT TaKXKe Mpernapa-
Thl, Takue Kak CaClz, crumynupyromue okuciaurensaoe pocdo-
PHWIMPOBAaHKE U NOBbIIIAIOIINE BhIpaboTKy AT.

1.8.6. Pacuert ko3 punmenTa oKMCJINTEIHHOTO
dochopunupoBanus

Koadduuuent okucnurensHoro GpochopuanpoBaHus — 3To
KonuyecTBO cuHTe3upyemoro AT®d B mepecyere Ha arom
MOTJIOIEHHON MOJIEKYJIbl KHUCIOPOAa WM Iapy 3JIEKTPOHOB,
MEPEHECCHHBIX K OJHOMY aTOMY MOJIEKYJISIPHOTO KHCIIOPOJa.
s onieHKH 3P PEKTUBHOCTH OKUCIUTENHHOTO (ochopumupo-
BaHUS MCIOJB3YETCS BEIMIMHA «KOA(PPUIMECHT OKUCITHTEIBHO-
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ro ¢pochopunupoBanus», Beipaxkaemas P/O - oTHoOILIEHHE KOTH-
gyectBa (pochopHoii kKucinoTel PH, ncnons3oBanHoi Ha docdo-
punupoBanne AJI®, k atomy kuciopoaa O, MOTJIOMIEHHOTO B
IIPOLIECCE IBIXAHUS.

IIpu oxucnenun monekyinsl HAJIH2 B MexmemOpaHHOE
IIPOCTpaHCTBO BbiKkauuBaeTcst 10 mpoToHoB. Ecnu yuecTs, uTo
Ha CUHTE3 OJHOUM MoJsieKyIbl AT® B MaTpukce MUTOXOHJIPUI U
BBIXOJl €T0 U3 MaTpUKca B IIUTO30JIb 3aTPauynuBaeTcs 4 MpoTOHA
(3mporona — Ha cuHTE3 U | IPOTOH — HA BBIXOJ M3 MAaTPHUKCA),
TO CTAHOBUTCS SICHBIM, YTO 10 IpPOTOHOB MOTyT 00ECHIEUUTH
10/4 = 2.5 AT®. 1 XOTs 37AEKTPOHBI € TPOXOAAT TPU ITyHKTA
COTIPSIKCHHSI, B KOTOPBIX BBIICIUBIIASCS YHEPTHS MOTIA OBl
obecnieunth cuHTe3 Tpex ATD, ogHaKo M3-3a OOIBIIOTO KOJIH-
4yecTBa paccerBacMOM Ha NOJJEpXKaHUE TEMIEpaTypbl Tena
SHEPTHH, PeabHO B opraHu3Me ko3 dummueHt Gochopuaupo-
Banus P/O ms HAJIH2 paBen He Ooutee 2.5.

IIpu oxucnenun moinexkyiabl @AJIH2, 3nekTpoHbI € Ipo-
XOJIAT TOJBKO J[BA MyHKTA COMPSIKEHUS 10 JbIXaTeIbHOM e,
YTO BEJIET B BBIXOAY B MEXMEMOpaHHOE MPOCTPAHCTBO 6
MIPOTOHOB, a 3TO MOTJIO OBl 00ecTIeynTh cuHTE3 2 MoseKy1 ATO.
Opnnako yuuthiBas TOT (akT, uro Ha cuHTe3 AT® 3aTpaunBa-
eTcst Tpu npotoHa H+, mimtoc oauu npoToH - 11st BBIxogaATd B
MaTpUKC (Y4TO COCTaBIsieT B OOIIEH CIOKHOCTH 4 MPOTOHA),
cootBercTBeHHO st DAJIH2P/O= 6/4= 1.5 [122]. Urak, kak
BHJIUM TeopeTudecknii Makcumym cuHTe3a ATD (3 u 2) He
OoTpakaeT peanbHOW BenuduHbl P/O B OpraHun3Me 4elnoBeKa W
(dakTUyecKn 3Ta BEIMYMHA BCErJa MEHbIIE M3-3a 3aTpaT Ha
TPaHCIOPT U PACCEMBAaHUE PHEPTUM B BHJIE Tema [123].

1.8.7. TpancnopT BewecTs 4epes
MeMOpaHy MUTOXOH/IPHIi

W3BecTHO, 4TO BHYTpEHHsISI MeMOpaHa MUTOXOHAPUHU CBO-
00HO TpOHMIIAEMAa HJS MPOCTHIX HE3aPSIKEHHBIX MOJICKYI,
takux kak kuciopoa Oz, Boga H20, yraexucneiii raz COaz,
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ammuak NHs, a Taxxke A1 MOHOKApOOHOBBIX KHCIOT. DTHU
BEIIECTBA MPOXOAAT MEMOpaHy IO TPAJUCHTY KOHIICHTPAIUH.
Opnako 11 3apsDKEHHBIX MOHOB MeMOpaHa HempoHUIaema, u
UX MEPEHOCAT Yepe3 MeMOpaHy CIeHajJbHbIe TPaHCMEMOpaH-
HBIE HACOCHI, POUCXOUT 3TO 32 CUET SHEPTUU IIEKTPOXUMHU-
gyeckoro mnorteHnuama. OOMEH ATHMH BEUIECTBAMH MEXIY
MaTPUKCOM MHUTOXOHAPUNN HUTOIIA3MOM MPOUCXOINUT 32 CUET
TPAHCIIOPTHBIX CHCTEM, JIOKAJIM30BAHHBIX BO BHYTpPEHHEH
MeMOpaHe MUTOXOHJIPHUIl; OHU MEPEHOCATTAKUE BEIECTBA KaK
nupysar, pocdar, ATD, AJID, rmyramar, acmapraT, Maiar, 2-
OKCOTJIyTapatr, IUTpaT, >KUPHBbIE KHUCIOTHI) MO MEXaHH3MY
anmunopma (oomenHast muddysus, A) cumnopma (CONPsHKEH-
HBII TpaHcopT, S) wmm yHunopma (obOnerdeHHas auddy-
3us, U) YkaxkeM, uro Toibko Ha TpancnopT AT® u AJID pac-
XOJIyeTCsl OKOJIO YETBEPTH BCEW IHEPTUU BCETO IIEKTPOXUMHU-
YEeCKOro NMOoTeHIMala BHYTpeHHe MeMOpansl [123,124]. Ocmo-
TUYECKOE PaBHOBECHE MOJJCPKUBACTCS 3a CUET OOMEHHBIX
MeXaHM3MOB aHTunopra. IlupoBunorpaguas kucimora u Ca®*
HEPEMEINAIOTCS B MaTPUKC MyTeM ¢ ummopra ¢ H-DTor mepe-
Hocuuk noHoB Ca’’ BMecTe ¢ SHIOIIa3MATHYECKUM PETHKYITY-
MOM perynupyeT koHuentpauuio Ca2" B nuronnasme. [epenoc-
YUK MHPYBATAIEPEHOCUT YEepe3 BHYTPECHHIOKD MEMOpaHy B
MaTpPUKC TUPYBAT U MPOTOHBI, U TPOTOHHBIN IPAJTUCHT SIBISIETCS
IBIDKYIIEH cuiioil mmmopra (ocdara u mupyBara B MaTpPHKC.
Antunoptom (oOMenHas muddys3usa, A) mepeMemarTcs:
AT®/AI®, OH-/Pu (meopramuueckuii ¢pocdar), H'/Na',
MaJIaT/IUTpar, Majar/ @ — KeTorJyTtapaTt . bojpmas dbactb
npoxynupyemoro wmutoxouapusmu AT® gocraBnsercss B
UTOIUIa3My ¢ TToMoIbio A/[DP/ATD-mpanciokasvl B 0OMEH Ha
AJ1®: 510 TOXKE 0OMeHHas nupdys3us, A. Oomen ATO/AJID u
BoIOpoc  moHOB Ca®’  3aBuCAT OT  TpaHCMEMOPaHHOIO
MOTepHIMAIA HA BHYTPEHHEH MeMOpaHe MHTOXOHAPHUH.
docdar xe mocTymaer B MUTOXOHAPUU IyTeM HMIIOpPTa C
MPOTOHAMHU (COMPSKEHHBIM TPaHCHOPT, S), ITOT MpolecC HE
3aBUCHUT OT TpaHcmopta AJ[D/ATO.
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@ AHTUMNOPT (A) @CUMMNOPT (C) @ YHUIOPT (Y)

Puc. 47. Tpancnopmmuvie kananvl 6HympenHel MemMopaHbol
MUMOXOHOPULIONA NPOMOHO8, Kanvyus, hocgpamos, ATD, AJ{D,
nupysama, Maiama, Yumpama.

JKupHble KHCIOTBI JUIsl OKUCIEHHS B MUTOXOHJIpUAX IO-
CTaBISICT B MATPUKC KapHUTHH (puc. 48).
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Puc. 48. Ileperoc scuptvix KUCI0m 8 MUmoxoHopuu
npu NOMOWU KApmMuHUHA.
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Ha puc. 49 npencraBieHO nepeMeleHre Majar/acnaprar,
Manar/@ — KeTorJayTapaT MeToaoM oOMeHHoM nuddysuu, A.

r ”““GWG | AREIPEC [abxarent-
|Has uenb

acnap- acna -

or:cann- rnyra- __ myTa- OKcano- f
auera'l mar // MET auerar !

2-0Kco- o 2-0Kkco-
fnyTapar § B rnyTapar
“ LA /
.
e
EI — uany ———— = manar

[2]manatperwnporenasa 1.7.1.37 [B]] acnaprar-Tpancammiasa 26.1

Puc. 49. Ilepenoc manama u acnapmama yepe3 CIMeHK)y
MUMOXOHOPULL (MAIAM-ACTAPMAMHBII ULYHM,).

MMUTOXOHIpUM  SBJISIOTCS  TJIABHBIMH  TOTPEOUTEISIMU
KHCIIOpona B opraHusMme. KucioponHas HEIOCTaTOYHOCTD,
BO3HMKAIOILIAsl B YaCTHOCTU B PE3YyJIbTaTe€ I'MIIOKCUU, BEHCT K
MOBPEXJICHUIO MUTOXOHJPUH, MHOTJAaHEOOpaTUMOMY, BIUIOTH
10 Hekpo3a. [IoaToMy nepBbIM MPU3HAKOM THIIOKCUU B TKAHAX
ABIIsICTCA HaOyXaHNue MUTOXOHAPHI.

1.8.8. Temsonpoaykuus

30-35% cB0OOIHO¥ SHEPTUH, 0Opa3yIOIIECs B OpraHu3Me,
paccerBaeTcsl B BUJIE TEIUIOTHI, YTO MCIOJB3YETCS TETNIOKPOB-
HBIMU JKMBOTHBIMH Ha TMOJACp)KaHUE TeMmIepaTypsl Tena. Pa-
300IIEHUE OKUCIUTENBHOTO (hochOopUiInpoBaHusi B Oypon Ku-
POBOI1 TKaHH TO3BOJIIET TEHEPUPOBATH TEILIO. DTO HEOOXOAUMO
IS TIOJAepKAHKS TEMIIEPATyphl Tella Y HOBOPOXKICHHBIX, KU-
BOTHBIX BO BpEMS 3UMHEH CIISTYKU M Y BCEX MIICKOIUTAIOIINX
MIPH aJIaliTallii K XOJI0Ay. Y B3pPOCIBIX JIOJEH BaXKHYIO POJIb B
TEpPMOTEHe3€e TP TMEPEOXTKICHUN HIPAlOT HEHACHIICHHbIE
KHUPHBbIE KUCIOTHI. OXJIaXICHHE CTUMYJIUPYET BbIICICHUE B
KpPOBb HOPAJIpEHAINHA, KOTOPbIN aKTUBUPYET B ) KUPOBOM TKaHU
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Junazy, 4To BelIeT K THAPONu3y Tpuriauiepunon. Obpazyio-
LIMecsl IpU paciaje TPUIIIMLEPUI0B CBOOOIHBIE )KUPHBIE KUC-
JIOTHI MOTYT HE TOJBKO OBITh TOTUIMBOM JAbIXaTEIbHON LEMH, HO
U TIEPEHOCHTh TPOTOHHI 4Yepe3 MeMOpaHy B MaTPUKC MHTO-
XOHJpUi, pa3zoOras mpu 3TOM JAbIXaHue U (pochopuapoBaHue
Ui TeHepauu Tera. JKUpHbIe KHCIOTHI BO3BPAIIAIOTCS 00-
paTHO B MOHU3UPOBAHHON (hOpPME C TOMOIIbIO IEPEHOCUYUKOB.

1.8.9. /IpIxaTe1bHbII KOHTPOIb

B Hopme cyOcTpaThl TKaHEBOTO [bIXaHUS U KUCIOPOJ
HaxoJATCsI B MUTOXOHJIPUU B JIOCTATOYHOM KOJIMUECTBE U HE
JTUMUTHPYIOT OKHCIUTENbHOE QochopunupoBanue. AKTUB-
HOCTh OKHCJIUTENBHOTO (HOCHOPUIMPOBAHUS OTPAHUYNBACT
TOJIbKO KOHIeHTparus AJ[®, koTopas Bcera oOpaTHO MPOIop-
nuoHanbHa KoHueHTparmu AT®. Ilpu ¢usnyeckoir Harpyske
koH1eHTpauusit AT® cumxkaercs, a AP yBenuuuBaercs, 4To
YCKOpSIET JbIXaHNWE ¥ COOTBETCTBEHHO, (hochopuarpoBanue, aB
COCTOSTHMM TOKOsl, Ha000poT, konunuectBo AT® ypenuunBa-
ercs, a AJl® cHuxKaeTcs, YTO BIMSIET TOPMO3SILEE HA IbIXaHUE
u ¢dochopunupoBaHre. DTy 3aBUCUMOCTb HHTEHCUBHOCTH
JbIXaHUsI MUTOXOHJIpUM 0T KoHUEeHTpauuu AJI®P u Ha3pIBarOT
ovixamenvHblM KoOHmpoaem. V3-3a CyleCTBOBaHUS AbIXaTelb-
HOT'0 KOHTPOJIs cKopocTh cuHTe3a AT® cooTBeTCTBYET NOTPEO-
HOCTSIM KJIETKH B sHepruu. OOmiee conepxanue AT B opra-
Hu3zMe 30-50 r, Ho kaxnas Moisekyna AT® B KIETKe «KUBET»
MEHbIIIE MUHYTHI. B cyTku y denoBeka cuntesupyercs 40-60 kr
AT® u cronpko ke pacnagaerca [3], a mIpu MHTEHCUBHOMN
¢bu3nyecKkoil Harpy3Ke 3TOT OKa3aTeNb MOKET MOBBIIIATHCS 10
1 T. ComocTaBisisi KOJIMYECTBO TPeOyeMOro Jisi HOpMaJIbHOM
¢duzmveckoit akTuBHOCTH AT® ¢ TaKOBBIM B COCTAaBE aMITyJI JIst
HHBEKINH, MOKHO ITOHSTH YTO Ha3HaueHue nHbeKIuid AT®D mua
nedeHus Gpu3nueckoi ciabocTu, KOHEUHO K€ HeOolpaBAaHHO.
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II. CTPYKTYPHBIE OCOBEHHOCTHU ®EPMEHOB,
YYHACTBYIOIIUX B PEAKIIUAX OKUCJIEHUS-
BOCCTAHOBJIEHUS

B mocnennue necstunetvs HEKOTOpbie (EpPMEHTHI, Mpea-
CTaBJISIFOIIIME OCOOBIN MHTEPEC JIJIS IPOMBIIINIEHHOCTH, TIOIBEP-
raroTcsi 6eJIKOBON MHKEHEPUH C LENbIO MOJTy4YeHUs BBICOKOIPO-
OYKTHBHBIX (DEPMEHTOB, OTIMYAIONIUXCS OT MPUPOIHBIX IO
MIPOCTPAHCTBEHHOI KOH(MUTYpAIMN U HEKOTOPHIM XapaKTepuc-
TUKaM aKTUBHOTO 1eHTpa [125]. B cBsi3u ¢ 3TUM B iuTepaType
HAKOMWJICS OTPOMHBIM HAy4YHBIM MaTepuai, OMMCHIBAIOLINI
CTPYKTYpYy aKTUBHOTO IIEHTpa (DepMEHTOB, €ro paboTy, dJIeMEH-
ThI aKTUBHOT'O IIEHTPA, OTBETCTBEHHBIC 32 BBIIOJIHEHNE HAMPaB-
JICHHOTO TIepeHOca YacTUIl M OOECIEeYMBAIOIINE CHIKEHUE
SHEPruM aKkTUBauu npoiecca. C 3Toil ToUku 3peHus: HeOe3bIH-
TepecHO OyIeT pacCMOTPETh OCOOCHHOCTH JOMEHOB HEKOTOPBIX
(GepMEeHTOB, BBIMOJIHSIIONINX OKUCIUTEIbHO-BOCCTAHOBUTEb-
HbIE PEaKIMU B >KUBBIX CHUCTEMaX U POJIb ONPEICICHHBIX OT-
JIENIbHO B3ATHIX TPYII aKTUBHOTO LIEHTPa B MPOTEKAHUU PEak-
117078

II.1. OcoGeHHOCTH CTPOECHUSI JOMEHOB KaTaJuTH4Yec-
KOro neHTpa ajakoroJis Aeruaporenas (EC 1.1.1)

AJKOTOJIb-JIETUIPOTCHA3BI ABJISIIOTCST PepMEHTaAMU OKUCIIC-
HUS-BOCCTAHOBJICHUS, KATAJTH3UPYIOIIUMH OKHCICHUE CITUPTOB
JI0 COOTBETCTBYIOIIMX KETOHOB U allbJETHUIOB, BO BpEMs KOTO-
phIX npoucxoaut BoccranoBinenue HAJ(®)" no HAJ[(®)Hz, a
TaKkKe OOpaTHBIM TPOLECC: BOCCTAHOBJICHUE AallbJACTHIOB H
KETOHOB JI0 CIIUPTOB C COOTBETCTBYIOIIMM IIEPEXOJIOM BOCCTA-
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HOBJICHHOTO HUKOTHMHAMHUJA B OKUCIIEHHBIH. AJIKOTOJIb JETUI-
POTEeHA3BICOCTABIIAIOT OAHY W3 CaMbIX KPYHHBIX M pPa3HO-
obOpassbix rpynn (epmentoB kimacca HAJ[(D)+- 3aBUCHMBIX
okcuao-peaykra3d. OHM MOTYT ObITh pa3/eieHbl HA HECKOJIBKO
cyOceMeICTB Ha OCHOBE CaMBIX PA3JIMYHBIX KPUTEPHUEB.
MHoOrnue TNpencTaBUTEeNM CEeMEHCTBA AJIKOTOb-JETHIIPO-
reHa3/peyKTa3 ¢ KOPOTKOM IIeTbl0, TaKue KaK JUTHAPOITEPUH-
JeTUAPOTeHa3a Win JeruaporeHasa 17 B-kerocrepounon [126],
coliepKaT KIIOYeBOM oOcTaToK Tyr, THAPOKCUIbHAs Tpymmna
KOTOPOTO MOXXET OTJaBaTh WIM TNPHUCOCTUHATH IMPOTOHBI OT
cyocrpara. [IpumMbIkaromumii K HEMy OCTaTOK JIU3WHA M KOJIBIO
HukotuHamuia HAJI(®)+ caukator pK ruspoKCUIIBHOM ITpyTIIbI
TUPO3WHA, YCHJIUBAs CHOCOOHOCTh AalIKOTOJIb JeTruAporeHas/
peIyKTa3bl PeaYLUPOBATH UITH KE OKUCIIATEL cyocTpar (puc.S5)

Puc. 55. Akmuenwiii yuacmox uenogeueckou
17p-eudpocmepouddecudpoecenasol.

17B-runpoctepous; neruaporeHa’a OTHOCHTCS K TPyMIe
KOPOTKOLIEOYeUHbIX jaeruaporenas. Cyodcrpar BbiieneH ¢uo-
neToBbIM 11BeTOM, HA JI®+ okpallieH cepbIM LIBETOM, a LIBET €TI0
reTepoaToMoB JlaH OTJIMYHBIM I[BETOM; aMMHOKHUCIIOTHBIE OC-
TaTKU, OTBETCTBEHHbIE 3a IPOSBICHUE KaTATUTUYECKON aKTUB-
HOCTH, OKPAILEHBI B TEMHO-CEPBIH LIBET.
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Korna octaTok Tupo3nHa OTHIEIIISET IPOTOH OT cyOcTpara,
TUJIPUJ TIEPEHOCHUTCS OT cyOcTpaTa K HaxoJsALIEMYCs B OKHUC-
JIEHHOM COCTOSIHUM Ko(akTopy. OJHAKO CYIIECTBYET psf
KOPOTKOLIEIOYEUHBIX AJIKOTOJIb JIETHIPOTeHa3/peayKTas, CIio-
COOHBIX KaTalU3UPOBATh BOCCTAHOBJICHHE SHOMI-THO3(UPOB,
TUPO3UHOBBII OCTAaTOK KOTOPHIX XOTb M IPHUCYTCTBYET B
aKTUBHOM LIEHTpe (hepMeHTa, OJTHAKO HE y4acTyeT B MepeHoce
IIPOTOHOB HYU B KA4E€CTBE JOHOPA, HU B KaUueCTBE AKLENTOPA; y
HEKOTOPBIX k€ KOPOTKOIEMOYEUHBIX aIKOTOJlb JACTUAPOTeHas/
PEIyKTa3THPO3MHOBBIA OCTaTOK BOOOIE OTCYTCTBYET, Kak
HampuMep y uenoBedeckoil sHomI-KoA penykTasbl MepoKcu-
coM. BmMecTo 3TOro npoToHbI NEPEHOCATCSI HEMOCPEACTBEHHO U3
pacTBOpa WK k€ B pacTBop [127].

AJIKOTONIb-JETUIPOreHa3aM €O CpeIHEN JUIMHOM LEenu Tpe-
Oyercs kodakTop HUHK (pUC. 56.). DTH neruaporeHasbl AeHCT-
BYIOT Ha ocHOBE Tyr — ommocpe1oBaHHOIO MEXaHHM3Ma OKHCJIe-
HUS-BOCCTAHOBJICHUS CyOCTpaTOB, MOJOOHOTO aJIKOTOMIb JETH/I-
poreHazaM ¢ KOPOTKOM [UIMHOM LIENM WM K€ UCHOJIb3YIOT B
KauecTBe KodakTopaZn, HEMOCPEICTBEHHO YYaCTBYIOUIMI B
npouecce katanusa. [Ipu nefictBuM Ha OCHOBE Zn-0Nocpeno-
BaHHOTO MEXaHU3Ma U B OTCYTCTBHUE CyOCTpaTa, pacroiokKeHHe
voHa Zn’>" IUKTyeTcs OKpy*KaromuMH (EpMEHT MOJIEKyJIaMH
BOABI M TpEeMS OCTaTKaMU aMHUHOKHCIIOT, IBE M3 KOTOPBIX
IIPEJICTaBICHbl LIUCTEMHOM, a OJHa — rUCTHAMHOM. LlMHK c
TpeMsi aMUHOKHCIIOTAMH TMPUHUMAET Te€OMETPUUECKyI0 GhopMy
terpadapa [128]. ITocne Toro kak cydocTpaT NpUCOEAUHSIETCS K
(dbepMeHTy, OH BBITECHSIET MOJIEKYJY BOJABI M3 CBSI3U C IIMHKOM
(puc.56). ITocne aToro cyocTpart (CUpT) IEepeacT CBOM MPOTOH
B PacTBOp, 00pa3ys MPOMEXKYTOUHBII MPOAYKT - OKCUJ] CIIUPTA.
[TpoxyKT peaknuu, B CBOIO O4epe/ib CTAOUIH3UPYETCs IMHKOM
KaTaJUTHUYECKOTO LEHTpa. 3aTeM OKCHJ CIOUpTa NepeaaeT
THJPU]] HAa OKUCIICHHBIA KO(aKTOp, MpeBpaIiasch B KOHECUHBIN
MPOAYKT — albACTU WIH K€ KeToH [ 128].
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/‘\ r‘J TpudTop-3Tasoa

Puc.56. Akmuenwiil yenmp decudpo2enasvl 10uaoUHOU NeyeHu.
Jlecudpozenasa nouwadunot neyenu OMmHOCUMCcs K cemeticmsy
cpedne-yenoueunvix oecuopozenas. Cyocmpam gvioeeH
Guonemosvim ysemom, HA/[D+ oxpauen cepvim yeemom, a ysem
€20 2emepoamoos 0aH OMAUYHbIM YEEMOM, AMUHOKUCTOMHbLE
OCMamKu, AGNAIOUUECS YACHBIO KOOPOUHAYUOHHBIX C8A3€ll UOHA
YUHKA, OMOETbHO 8blOeIeHbl U OKPAULEHbL 8 MEMHO-Cepblil YEen.

CylecTByeT TakKe TPETHH THI aJIKOTOJb JETHIPOreHa3,
COCTOSIIIUN U3 IJIMHHO-IIETIOYEYHOTO OeNka. ITO reTeporeHHas
rpymnmna (epMEHTOB, OTIMYAONIMXCS JpPYyr OT JApyra Iio
MEXaHU3MY KaTaJUTUYECKOIO JAEUCTBUS U MPUCYTCTBUIO B HUX
JOTIOTHUTENBHOTO KOGaKTopa, Takoro Kak Hampumep Fe.
’Kene3o ¥ IMHK MOTYT NPHUCYTCTBOBATh B AKTUBHOM LIEHTpE
(dbepMeHTa OJTHOBPEMEHHO MIJIH K€ COBEPIIIEHHO OTCYTCTBOBATH
[129, 130]. [IpencraButeneM 3TOro BuAa ajaKorojib JErUApOre-
Ha3sBISIETCS MaHHUTOJI -2-AeTHIporeHaza w3 Pseudomonas
fluorescens. MHorue u3 3Tux (GEPMEHTOB UCTIOIB3YIOT TPETUI
MEXaHU3M JEHUCTBUS, OTIWYHBIA OT TAKOBOTO KOPOTKO-IIEMO-
YEUHBIX U CPEHE-IENOYEUHbIX aJlKOroyb-aeruaporenas. Cor-
JJaCHO DTOr0 MeXaHM3Ma JeHCTBUS JHU3WHOBBEI OCTAaTOK
aKTUBHOTO IIEHTpa MPUHHMAeT MPOTOH OT cyOcTpara, 3aTeMm
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nepeaaer ero Mosiekyse pactsopa. CriocoOHOCTb JIM3MHA y4acT-
BOBaTh B IIPOLIECCE KaTaIN3a KAK aMUHOKHUCIIOTBHI ¢ OCHOBHBIMH
CBOMCTBAMM YCHUJIMBAETCs 3a cueT 0o0pa3oBaHUS BOAOPOIHOM
cBs3u ¢ acmaparuaoM (puc.57). Ilocne atoro ruapua nepena-
eTcs OT cyOcTpaTa K HaxXOZsIEMYCsl B OKUCIIEHHOM COCTOSIHUU
kodaxropy [131].

dHHUTON

Puc. 57. AkmusHblil yeHmp MaHHUMOI-0e2UOPOSEeHA3bL U3
Pseuodomonas fluorescens. Mannumon-decudpozenaza OmHocumcs
K cemelicmeay ONUHHOYEeNO4YeuHblX 0ecudpo2eHas, He mpedyouux
Memaniuyecko2o Koghaxmopa 07 npoAGIeHUs AKMUBHOCMU. .
Cybcmpam evioenen uonemosvim ysemom, HAJ[@+ oxpauien
CepbiM YBEeMoM, d Ygen e2o 2emepoanmoos 0au OMAUYHbIM YGETNOM.
AMUHOKUCTIOMHbLE OCMAMKU, OMBEMCMBEHHbIE 30 NPOSBILEHUEe
Kamaniumu4eckol akmusHOCmU, 8blOeleHbl 8 MEMHO-Cepblil Y8en.

Kenezoconepkaiue aaKoTroIb-AeTUAPOreHA3bl N3YUYCHBI
MEHbIIIe, YeM UX aHaJOTH, IUHK-COJIepKalie aJTKOT0JIb-JeTHU/I-
porenassl [ 132]. Otu hepMeHTHI coiepKaT IBYXBAICHTHBIA HOH
Fe?*, 0OBIYHO CBSI3aHHBINA C OJHMM OCTaTKOM acraparuHoBOM
KHUCJIOTOM U TpeMsi TUCTUIMHOBBIMU ocTaTkaMu. Kak v uOH
[IMHKA CO CBSI3aHHBIMH aMUHOKHCIIOTAMHU, HOH Keje3a o0pa3yeT
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C acrmaparvHOBOM KHCIOTON U TUCTUAMHOM (OpMY TeTpadJipa.
MexaHu3M AEUCTBUS KEJIE30COAEPKAINUX AJIKOTOJb JIETUIPO-
reHa3 OCHOBaH Ha CHIDKEHUM pKa THIPOKCUIBHOW TPYIIIIBI
cyOcTpara B MOMEHT COEOMHEHHUsI cyOcTpara ¢ (pepMeHTOM,
MOCKOJIbKY B 3TOT MOMEHT MPOUCXOAUT €T0 B3aUMOICHCTBHE C
roHoM Fe?”, KoTopblil oOecredynBaeT IEpeHOC TUAPUIHOM
rpynnsl Ha HAJ[+ [133, 134]. BeisiBiaeHO, 4TO B OTJIMYHUE OT
LIMHK-COJIEPKalUX aJIKOr0JIb JETUIPOTreHas, XKele30-CoaepiKa-
1K€ aJTKOT0JIb AETUAPOTEeHA3bl MOTYT JIETKO HHAKTUBHPOBATHCS
KuciaopoaoM. CBsizaH 3TOT PEHOMEH C TEM, UYTO B IPUCYTCTBHE
KHCIIOpPO/Ia JKeJIe30 BCTYIAET B PEaKIUHU JKeIe30-0MoCpe10BaH-
HBIX PEaKIU KaTaan3a ¢ KUCIOPOJIOM U CTAaOMITBHO OKUCIISETCS
[135, 136], B pe3yabTaTe 4YEro peakiMd BOCCTAaHOBJICHUS
3aMeJUISIOTCS.

I1.2. CTpyKTypHBI€ 0CO0EHHOCTH AKTHUBHOI'0 LIEHTPA
anbaerup aeruaporenas (EC 1.2.1)

AJBIErua-IeTuApOoreHasbl  KaTaIU3UPYIOT — OKHCIICHHE
aNB/ICTHJIOB /10 KHCJIOT, 00pa3ysl M3 anbJEeTHIHOW TPYIIIBI
cyOcTpara KapOOKCHIIbHYIO. B HEKOTOpBIX CydasxabIeTH/-
AETHIpOreHas3bl OKUCIAIOT KoA-3¢upel mmm ke THO-3(UpHI
aBJCTUIOB ¢ ammi-niepeHocsmum O6enkom (AIlB), mpuuem
MPOLIECC COMPOBOXKIACTCS OJHOBPEMEHHBIM BOCCTaHOBJICHUEM
HAJI(®)" no HAJI(®)H2; peakimu 3T MOT'YT IPOTEKATH TAKKE
B oOpaTtHOM HampaBieHUH. DEepMEHTHI 3TOW TPYHIBI OOBIYHO
Ha3bIBAIOTCS PEIyKTa3aMHU, HAPUMEp, peOyKmasa opeaHuyec-
KUX KUC10m, ¥ 3TO a3BaHHE OTPaKaeT CIeUUPHUIHOCTb epMeH-
Ta K cyOcTpaTty w/uiau (U3NOIOTHYECKOE HarpaBlICHUE
peakuuy.
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-~
— . PetuHoeBan
) Kucnorta

Puc.58. Axmusnviii yenmp uenogeueckoul anboecuo 0ecuopoeHasol.
Cyocmpam svioenen guoremosvim ysemom, HAJD+ oxpawen
cepuiM YBEMOM, a Ygem e20 2emepoamoos OaH OMIUUHbIM YEETOM.
AMmunokuciomusle 0cmamxuy, 0meemcmseeHnble 3d NPosAsieHUe
Kamaaumu4eckou akmusHOCHU, GblOeNIeHbL 8 MEeMHO-CEePblll YBeN.

KiroueBbIM KaTaJIMTUYECKUM aMUHOKHCIOTHBIM OCTaTKOM
aJIbJIeTU/ AETHIPOreHa3 sIBJIAETCS LUCTEHH, CyIb(IUuapuiIbHas
rpynmna KOTOPOTrO M IpOSBISET CBOMCTBA BOCCTAHOBMTEIS.
ITpoToH cynbGruapuabHON Ipynnbl OOBIYHO OTTAJIKUBACTCS
OCTaTKOM TIJIyTaMHUHOBOW KHCJIOTBI, WIN K€, B MCKIIIOUNUTENb-
HBIX CIIy4asiX — OCTaTKOM I'MCTHJIMHA, KaK B CIIy4ae C albIcTU
nerunporenasoit us Vibrio harveyi [137].

TuonbHas rpynmna MOXeT MPOSBIATH TaKKe HYKJICO(DUIIb-
HBIE CBOMCTBA, YTO M CO3/1aeT (H)EPMEHTY YCIOBHUS Ui BO3-
JeHCTBHS Ha yriiepoJ KapOOHWIbHOM rpynmbl. Takas HyKieo-
¢uibHas araka BeleT K 00pa30BaHUIO THO-XEMHALETAILHOTO
IPOMEKYTOUHOI0 MEeTaboIuTa. DTOT THO-XEMHALIETallb COEP-
KUT OTPULATEIBHO 3apsKEHHBIM aTOM KHUCJIOPOJA, KOTOPBIA
XOTh U YACTHUYHO, HO CTAaOMJIM3UPYETCsl OCTaTKOM aclaparuHa,
KOTOPBII TaKXKe SBIISCTCS HEOTHEMIIEMBIM (PaKTOPOM KaTaju3a.
3aTeM THO-XEMMALCTAIbHBIA AHMOH KHUCIOPOAA CIOHTaHHO
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nepenaer ruapuanyio rpynmy Ha HAJI(®)™ Bo Bpems srtoit
peakiuu o0pazyercs THOd(PHUPHAs CBA3b MEXKAY aJbJACTHIOM U
UCTEMHOM KaTanuThuueckoro nentpa. Ilocie storo tuosdup-
Has CBSI3b TUAPOIU3YETCS MOJIEKYJIOH BOJBI, KOTOpasi aKTHUBH-
pyeTcs OCTaTKOM TJIYyTaMHUHOBOW KHUCIOTHI. Tak 4TO B 3TOM
THIPOJIM3E TIYTAaMHHOBAas KHCJOTa BBICTYIAaeT B KayecTBE
aKTUBATOpa, CIIOCOOCTBYS TaKKe€ OCBOOOKIACHHUIO KHUCIOTHI OT
¢depmenTa. B pesynbraTe BCex ATHX NPEBpALICHUN W3 IIEHTpPA
dbepMeHTa 0CcBOOOXKAAETCS MPOIYKT PEaKIUU — OpraHuYecKas
kucinota [138, 139].

HekoTopsie anbaerus neruiporeHasbl, Takue Kak MeTUIMa-
JIOHWJI-CEMHAJIBICTHICTHIPOT€HA3a, BBIACISIIOT B Cpely B
KauecTBE MPOJAYKTa pEaklUyd HE OpraHUYecKylo KUJIOTY, a ee
KoA-3¢up. IlpumedarensHo, uro KoA-3aBucHMEBIE aabaeTU
JeTUPOreHas3bl akTUBHO UCIIONIB3YIOTCS B MIPUPOJIHOM OpoxKe-
HUU U OpOXEHHUH, HCIOIh3yeMOM B OCIIKOBON WHKCHEPHUHU.
Karanusupyemble STUMH (QEepMEHTAMU PEAKIMHU HCKOJIbKO
HATlOMUHAIOT TpOIecC, OOpaTHBIM OeTa-OKHCICHUIO YKUPHBIX
KHCIIOT. MexaHu3M JIeHCTBUS albpAeruj] JerUaporeHas Hau-
0ornee M3y4YeH Ha mpumepe (U3HOIOTHYECKOTO O0pa30BaHHUS
ciuptoB y E. coli u Oyranona — y Clostridium. OgHako B
pe3yabTaTe STHX peakiuii MOryT oOpa3oBbIBaTbcs M Ooiee
JUIMHHOIIETIOYEYHbIE CHHUPTHL. DTOT MOCIETHUN TUI peaKIuil
ABIISICTCS TIPEIMETOM OCOOOro HMHTEpeca YYEHBIX, 3aHHMalo-
mxcs BompocamMu OenkoBoil umkeHepun. KoA-3aBHcrMble
aJBJICTU/T JETUAPOTEHa3bl MOTYT pAacIoNiaraThCsi B KIETKE
CBOOO/IHO U BBIMIOJIHATH CAMOMTOSITEIBHYIO POJIb, HITH K€ OBITH
B coCTaBe OM(YHKITMOHATHLHOTO ()ePMEHTA ATbIACTHUI-AITKOTOJTb
JIEeTUPOreHasbpl. JTOT MOCHeAHUM (DepMEHT NMPUCYTCTBYET B
KJIETKax MOAABISIONIETO OONBIIMHCTBA OakTepuii. budynkumo-
HaJbHAsl albJeTUI-aJIKOTOJIb IETHIpOoreHa3a CocoOHa KaTau-
3MpOBaTh TOCIIEIOBATENbHBIE PEAKIMH BOCCTaHOBIEHUS KoA
3¢UpOB B albJETUIBI C MOCIEAYIOIIUM IPEBPAIIEHUEM UX B
criupThl. CyOcTpaToM peakuuu OOBIYHO BBICTYHAET aleTHII-
KoA, npoykToMm e peakiiui 0ObIYHO SIBISIETCA alleTalbIeru],
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oOpa3yromuid BHociaeAcTBUM 3TaHOI. OObIYHO 3TU (pepMeHTHI
COZAEpPKAT JBA TJIABHBIX JOMEHA, N-TepMUHAJIbHbBIA AJIbJACTH/I-
JETUIPOTEHA3HBIM JOMEH M KEJIe30-COAECPKALIUN aJIKOIr0Jib-
neruporenasupii C-repMUHaIbHBIN JOMEH. DTU JIBa JOMEHa
CBSI3aHBI IPYT C JIPYyTOM KOPOTKHUM CBSI3YIOIIUM 3BeHOM [ 140,
141].

PenykTa3el opraHMYecKUX KHUCIOT CIIOCOOHBI BOCCTaHAaB-
JUBATh JUIMHHOLICTIOYEYHBIC KUPHBIE KUCIOTHI JO COOTBET-
CTBYIOIIUX albJETU0B. DTa UX CIOCOOHOCTH MPEICTAaBIISICT
0COOBIN MHTEPEC ¢ TOYKH 3PEHUS] CHHTE3a CIIUPTOB U AJIKAHOB
13 OPraHUYEeCKUX KUCIIOT, IPUCYTCTBYIOIIMX B KUPAX U MacCIax.
B Mycobacterium marinum o6Hapyxensl HA J[D+-3aBucuMeble
OKCHJIOPEIyKTa3bl, CIOCOOHBIE KaTaTu3UpOBAaTh BOCCTAHOBJIE-
HUE IUPOKOTO CIEKTPA KUPHBIX KUCIIOT C JFTMHOM 1enu oT 6 10
18 yruepomoB. OHM 007a4aI0T HEKOTOPOHW OCOOCHHOCTHIO
OTJIMYHOM OT aNbJeruj ACTUIPOTeHas3, 3aKII0YaIOIEICS B TOM
YTO B KauecTBe akTuBaropa peakuuu noumo HAJIOH: tpebdyer-
cs Takke ATO.

®depmentsl E. Coli, nory4eHHBIC METOIOM OSITKOBOM MHIKE-
HEpPHUU, MOTYT IIPEBPAILATH KUPHBIE KUCIOTHI B JTTHHHOIIETIOU-
€4HbIC CIIUPTHI U AIKAHbI, KOTOPbIE MPUMEHSIOTCS B KaueCTBE
TOTUIMBA, JIETEPTreHTOB, MUIIEBLIX M100aBOK u T.1. [lenTumaHbie
1enu TuX (pepMeHTOB ObUIM MOTYYEeHBI MyTeM J00aBIICHUS B
E. Coli rena penykrasbl >KMpPHBIX KHCIOT u3 M. marinum u
anbJEru]l peayKTasbl, T.€. aAJIKOT0Jb PEAYKTa3bl, UTO MO3BOJINIIO
UCIIOJIb30BaTh AT (DEPMEHTHI C IMENBI0 MOTYYCHHS] CIUPTOB.
Hcnonb30BaHne B MHKEHEPUU HETaBHO OTKPBITOTO (pepMeHTa,
aNbJIETH]T JIEKapOOHWIA3bl JIaJl0 TOJYOK JUIsl TPEBpAIICHUS
JUTMHHOIICTIOYEUHBIX aJbJIETH/IOB B aJIKaHbI U (pOopMHAT.

Jpyrum TUIIOM alibJIeTUJ ACTUIPOTEeHa3bl, U3BECTHON Kak
penykrazaanmmia-KoA (pemykraza amwn — AlIB), monb3yrorcs
JUISL TIPEBpAICHUSI KUPHBIX KHUCJIOT B JJIMHHOIEIIOYECUHBIE
aNbJIETU/Ibl U CIUPTHI TyTEM UX BOCCTAHOBIEHUS. DTU (hepMeH-
ThI CIIOCOOHBI 0OpPa30BHIBAThH JJTMHHOIICTIOUCYHBIC aJThJICTHIbI
ITyTEM BOCCTAHOBJICHUS )KUPHBIX KUCIIOT, COEIMHEHHBIX C AllHII-
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nepeHocsmmmM Oenkom (AIIb) nmm ke ¢ HS-KoA. Penykrasa-
anmi-KoA cxoxa ¢ KoA-3aBUCUMBIMU anbJerua IeTuaporeHa-
3aMHM, ONMCAHHBIMU BBIIIE, PA3HUIIA 3aKIIIOYAETCS JUIIb B TOM
YTO OHU JICUCTBYIOT Ha JJIMHHOIIETIOUEYHBIe cyOcTpaThl. YacTh
(GbepMeHTOB 3TOW TpyHIbl MPEANOYTUTENHHO KAaTaTU3UPYIOT
peakuu ¢ yyactueM anmi-KoA B kauectBe cyOcTpara, Toraa
Kak Jpyrue JIeucTByroT B ocHOBHOM Ha anui-Allb. Ilepsas
rpynmna (GepMeHTOB o0pa3yeT NpPOIYKTHl OeTa-OKUCICHHS B
peakuusx ¢ yuactuem auui KoA, a BTopast ydacTByeT B peak-
[USAX CHHTE3a JKUPHBIX KUCJIOT, M 00a 3TH (epMeHTa UCTIOIb-
3ytoTcs B OenkoBoil mHxkeHepuu. MHTepeceH TOT (akT, uToO
HEKOTOpBIC M3 ATUX (PEPMEHTOB CIOCOOHBI BOCCTAHABIMBATH
*KupHyt0 Kucioty B coctaBe Allb u KoA HemocpencTBEHHO B
JUTMHHOIICTIOYEYHBIC CIUPTHI, OIHAKO JUIsI JTOr0 TpedyeTcs
okucyenue asyx moiexkyn HAJI(®)Hz Bmecto ognoit [142].

II. 3. Dnona-penykrassl (EC 1.3.1):
daaBuH-conepkamme (pepMeHTHI.
MexaHu3M nepeMeleHusi BOAOPOAA HA cy0cTpar

OHOWIPENYKTa3bl KaTATM3UPYIOT THAPUPOBAHUE aKTUBUPO-
BaHHBIX AQJIKEHOB JI0 COOTBETCTBYIOLIMX aJKaHOB. B pomu
cyOcTpatoB [Uisl 3TUX (DEPMEHTOB MOTYT BBICTYNATh TOJIBKO
aKTMBMPOBAHHBIE AJIKEHBL. B cilyuae ¢ sHOWIpenyKTa3aMu OJUH
W3 YIIEpOOB, YYaCTBYIONIMX B 0Opa30BaHUU JBOWHOW CBS3H,
JOJDKeH OBITh CBSi3aH ¢ (DYHKUMOHAJIBHON TpYyIMIION, MOTYIIEH
OTHICTUIATH 3JIeKTpoH. Takasg QpyHKIMOHATIbHAS TPYyIIa epemMe-
IIaeT IIOTHOCTH JIEKTPOHOB JIBOMHOMN CBS3M Ha cebs, Jemnas ee
0osee deKTpOOUIBLHON. YTIEpOd, CBSI3aHHBIM ¢ TakOW (yHK-
LUOHAJILHOM Tpynmoii, o6o3Hauaercs Ca, a CONPsHKEHHbIN ¢ HUM
yraepon - CP. Peakiust HaunHaeTCsl ¢ epeMeIieHus TUAPUAHON
IpyIIBl OT BOCCTaHOBIEHHOro (hiaaBuHOrO Kodakropa Ha Cf,
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nocye yero Ha Ca mepemeniaercsi MpoOTOH THPO3UHA, COTPSIKEH-
Horo ¢ Co. Ilepemannbiii ¢ Tyr Ha Co npoToH CcHOBa
BOCTIOJIHAETCS] Ha OCTaTKE TUPO3UHA 32 CUET MOJIEKYJbl BOJbL. B
KOHIIe peakiuu BocctaHoBieHHbIH HAJI(®D)H2 BoccTanapnuBaet
OKHCJICHHBIH B X0J1¢ peakiuu (praBuHOBBINA KodakTop [143 ].
Onny u3 HanboJee MUPOKUX TPYII YHOMI-PETYKTa3 COC-
TaBJISIOT IJaBHO M3BECTHBIE (hi1aBuHOBBIE (pepMeHThI. X husmo-
Joruyeckast (pyHKIUS elie A0 KOHIAa He BBISICHEHA, XOTs ObLIO
BBICKA3aHO TMPEANOJIOKEHHE OTHOCUTENPHO HUX Yy4YacTHS B
JETOKCUKAIMH AJIEKTPOQMIBHBIX KOMIIOHEHTOB [144]. Bomb-
IIMHCTBO PEaKIuil, KaTalu3UpyeMbIX (IaBUH-COJIEPKALTIMHI
(dbepMeHTaMy, MHTEPECHBI C TOYKH 3PEHHS MEPCHEKTHBBI MX
JaIbHENIeT0 MCIONb30BaHUsl B IpousBojacTBe. Hampumep,
¢dnaBuH-comepkane (EepMEHTHl MOTYT BOCCTaHABJIHMBATDH
HUTPOAJIKEHBI 10 HUTPOATIKAHOB C 00pa30BaHUEM MPOMEKYTOYU-
HOT'O a30TCOJEPIKAIIEro BellecTBa— MPOU3BOJAHOIO HUTPOHATA.
bruto mokazano, uto QuaBuH-conmepkauiii ¢pepmeHnt 1 ¢ myra-
uuent Y196F u3 Saccharomyces carlsbergensis xaranusupyer
HAKOIUIEHHE HUTPOIPOU3BOIHBIX, KOTOPbIE MOTYT B IOCJIEIYIO-
meM OBITh AJKHIMPOBAHBI C 00pa30BaHMEM HUTPOATKAHOB C
JBYMsI XUpajdbHbIMH lieHTpamu [144, 145]. Jdpyrum nortes-
[UATBHBIM ACTIEKTOM HPUIOKEHUS 3THX (EPMEHTOB SIBISCTCA
UX HCHOJb30BAaHUE JI1 MalbIX MOAM(HUKAIUI B CTPYKType
JICKapCTBEHHBIX BEIIECTB, TAKMX KaK aJKaJOHIbl MOpduHa C
LeJTbI0 U3MEHEHHS UX (papMaKOJIOTHYECKHX CBOMCTB. OqHOBpE-
MEHHOE BKJIIOUEHHE METOJIOM TeHHOW uHxeHepun B E. Coli
¢bnaBuH-coaepxaiiero pepmenta, MOphUH-pEaYKTa3bl U MOP-
¢buH-neruaporeHassl BeAeT K 00pa30BaHUIO HOBOTO INTaMMa,
criocoOHoTO 3 (PEeKTUBHO TpeBpamarh MOPGUH U KOJICUH B
THIPOMOPGHUH U THUAPOKOACHUH — JIEKAPCTBEHHBIC IMpETaparsl,
MPOSIBIISIIOIIME BhIPAKEHHBIE aHAJIbI€TUYECKHE CBOMCTBA [ 145].



Bce o buonozuueckom okucienuu.: om «a» 00 «ix. 143

I1.4. MexaHu3M nmepeHoca aMMHOTPYIIIbI IerHAPOreHas
aMMaAMHUHOKHCJIOT. [iryramar-geruiporesasa u
(ennnananun-geruaporenasa (EC 1.4.1)

OO0mieit peakiuel, KaTanu3UPyeMOW JETHIPOTCHa3aMu
aMUHOKHCIIOT, SIBJIIETCS mepeMelieHue ruapua-uona ot Ca-
aroma amMuHOKUCIOTE Ha HAJ[(®)" ¢ o6pazoBaHuEM COOTBET-
CTBYIOILIEH KETOKUCIOTHI M aMMuaka. Hanbomnee nzydeHa akTus-
HOCTb JABYX (P€pPMEHTOB 3TOU IPyMIIbl — ITyTaMat AerUAporeHa-
36l U (PEHWIATIAHUH JIeTHAPOreHas3bl. MexaHu3M JCHCTBHSI 3TUX
IBYX NErHJporeHa3 B MpUHIUIE oJWHAKoOB. CHayamsa O0CTaTOK
acraparMHOBOM KHUCIIOTBHI BCTYMAET B PEAKIUI0 KaK OCHOBHAS
KHCIIOTa, OTIIEIUISII MPOTOH OT O-aMUHOTPYIIEI cyOcTpaTa -
AMUHOKHCIIOTBL. 3aTeM TUIPUA-HOH mepemerniaercs or Co Ha
HAJI(®)+, obpa3zyst mpu 3TOM IPOMEKyTOuHOE (HerecTBo, o-
MMUHOKHCIIOTY [146, 147]. B xoHIle peakuuu 0-UMHHOKHUCIIO-
TaruIpoIN3yeTCs 10 0-KETOKUCIOTHI M1 aMMHaka [ 146].

[Tockonbky aAeruaporeHasbl aMHUHOKHCIOT OTLICIUISIOT
aMUHOTPYIIy OT aMUHOKHCIIOTHI, 3aIlyCKasl PeakIuio ee pac-
1a/ia ¢ MOCJIeAYIONINM BKIIOUEHUEM B JIPyTUE METaO00INIEeCKHe
MyTH, OHU UTPAIOT KIIOYEBYIO POJIb B KATAOOIHH3ME aMUHOKHUC-
not. OOpa3oBaHHBIE KETO-TIPOU3BOIHBIC AMHUHOKHCIIOT JIETKO
Briovaroresa B IITK u npyrue peaknuu pacnana. B mponecce
OTILEIJICHUSI OT aMUHOKUCIOTHl aMUHOTPYIIIBI TE€HEPUPYETCS
Mouiekyia AT®, koTopas 3aTeM HUCIONIB3YeTCs MPAKTUYECKU BO
BCEX MpOIeccax UAYIIUX C 3aTpaToil sHEpruu. AMUHOTpyIMIA
e BBICBOOOXKIIAETCS OT aMHUHOKHCIIOTHI B BHJIE CBOOOJIHOTO
aMMHaKa, MOTYIIETO UCIOIb30BATHCS B KIETKAX KaK UCTOYHHUK
o0Opa3oBaHMs a30TCOJEPKAIINX KOMIIOHEHTOB. HekoTopsie
OpraHU3Mbl MOTYT KaTaJIU3UPOBATh 3TY PEAKIUIO B 0OpaAmMHOM
Hanpaeienuu ¢ y4acTUeM TeX ke JerUapOoreHa3 aMUHOKHUCIIOT.
Korna koHIIEHTpamusi aMMHaKa IMOJAHUMAETCsS Ha HEOOXOMMO-
rO YPOBHS, 3TU (PEpMEHTHI KaTAIU3UPYIOT BKIIIOUEHUE CBOOO/I-
HOTO aMMHaKa B YTJI€BOJOPOJIHBIE CKEIEThl aMUHOKHUCIIOT, YTO
BeJIeT K 00pa30BaHUIO HOBBIX aMHUHOKHUCIIOT [ 149].
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HecmoTpss Ha MakCHMajabHO IIOJHOE IIPEICTaBICHHE B
JaHHOW paboTe MEXaHU3MOB OKHCIIEHUSA-BOCCTAHOBJICHMUS,
ocTaeTcs Bce elle MHOIo MHTepecHoro B padore I kiacca dep-
MEHTOB, B MOJIEKYJIIPHBIX MeXaHU3MaxX pabOThl AKTUBHOTO
LIEHTPa OKCHIO-PEAyKTa3 U B MX pEryJIMpoBaHuM. B 3axiro-
YEeHHE XO0YETCs CKa3aThb TOJIbKO, YTO CKOJIBLKO ObI 4eJOBEK HH
CTapaJicsi IOCTUYb BEJIMKOJIENINE U pa3HO0Opa3ue CO31aHHOIO
TBOpIIOM MMpa, YEIOBEYECKHM pa3yM HE B CUJIaX IIOCTUYb BCEH
ri1yOuHBI ITpoIiecca, a TOIBKO JIUILb CTapaeTCsl HOHATh €ro Lielie-
cooOpaszHocTb. Ilo 370l mpuuuHe yueHble Bceraa OyayT cTa-
patbes IIyO’ke MOCTUYb MPOLECCHl OKUCIIEHUS-BOCCTaHOBIIE-
HUS B )KMBBIX CUCTEMAX.
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