=nei.

nu3 66

@bonuueckue nyT,
@auwue rnukonus 86

SBpalleHne NMpyBaTa B aHaapobHbIX yc-
Max: 6poxenue 90

[oHeoreHes 97

fTo300hochatHblit nyTh
EHUA rNIoKo3bl 107

200JIM3Me  PACTeHMid, KUBOTHBIX M MHOTUX
JOPTaHN3MOB ITTI0K03a 3aHIMAET IIEHTPAIb-
0. MoJtekyia rioko3b1 Gorata aHeprieit
ICTIOMTB3YETCST KJIETKAMH B KauecTBe <TO-
HoHOe OKHCIEH e TTIOKO3bI 10 YTJIEKHCIIOT0
2b1 COMPOBOK/IAETCS H3MEHEHNeM CBOOOIHOI
nasHbIM —2840 k/[>x/Moub. B kiieTkax rimo-
4EeTCS1 B BUJIE BBICOKOMOJIEKYJISIPHBIX COe/IN-
[PaxMasia Wi TJIMKOTeHa, YTO M03BOJISIeT Ha-
JIBIIIOE KOJIMUECTBO FEKCO3HBIX 3BEHbEB U
PAHATH CPABHUTEIHLHO HUBKYIO OCMOJISIP-
osist. [Ipu yBesrueHNN 9HEPreTHYeCKUX
1 [JII0K032 BBICBOOOK/IAETCS 3 BHYTPH-
3al1acoB M MCIIOJIB3YeTCs IS IPOYIIHPO-
a9POOHBIM IV AHABPOOHBIM ITyTEM.
— He TOJIBKO TIPEKPACHBII MCTOYHUK
U YHHUBEPCAJbHBIN IIpe/IIeCTBEHHIUK,
B peakiusax OuocuHTe3a 00pasyercs
uHTepMenvatoB. Hampumep, Gakrepust
@ coli IPOM3BONT U3 IIIIOKO3bI YTJIEPO/IHbIE
BCEX aMMHOKHCIIOT, HyKJIEOTH/I0B, Kodep-
DHBIX KHMCJIOT M JPYTUX MPOIYKTOB, He-

ITOBOE 6pO)KeHMe, KOTOpPO€ JIEXUT B OCHOBE YyLECHOr'0 W, MO-BUAUMOMY,
'M3BOJIBHOI'O ITpouecca IpeBpalleHuA IIPOCTOr'0 BUHOI'PAAHOT'O COKa {
(fawolulee BUHO, C APEBHUX BPEMEH MPUBJIEKAIIO0 BHUMAHUE €CTECTBO- ¥

Apmyp T'apden, Alcoholic Fermentation (CiuproBoe 6poxenne), 1923

UKONU3, MIOKOHeoreHes
1eHT030(hoCchaTHbIN NYTb

00XOAUMBIX €ii 71t pocTa. [ljist MOJTHOTO MOHMMAHMST
MeTabOJIMYECKHX TPOIECCOB € YYaCTHEM TJIIOKO3BI
HE0OX0MMO ObLIO GBI PACCMOTPETh COTHH WJIH JIaXKe
THICSIYM PA3JINYHBIX PeaKImil. B kieTkax jKUBOTHBIX 1
B KJIETKAaX COCY/IMCTBIX PACTEHMUII ITII0K03a TIpeTepIie-
BAeT TIPEeBPAIEHNST TPeX OCHOBHBIX TUIIOB: 1) 3amaca-
eTcst B BUJIE TIOJINCAXAPH/IOB HJIM CaXapo3bl; 2) IMyTeM
[JIMKOJIM3a OKHMCIISIETCS 10 TPUKAPOOHOBBIX COE/IMHE-
Huii (nmpysata) ¢ obpasoanieM ATP n pasmiunbix
MHTEPMEAMATOB MeTab0/m3Ma; 3) 110 TieHT030(hochar-
HOMY ((poChOTIFOKOHATHOMY) IIyTH OKHCJSIETCST 110
pr6030-5-ocdara, HEOOXOAUMOTO UIsi CUHTE3A Hy-
kienHoBbIX KrcsioT 1 NADPH, yyactBytomero B Boc-
CTAaHOBHTEIBHBIX Peakiusix Ouocuuresa (puc. 14-1).

BuekmeTouHbii MaT- T'nukoren,
PHKC ¥ TTOJIMCaXapHU/Lbl Kpaxmadi,
KJIETOYHOM CTEHKHU caxaposa
CHUHTE3
CTPYKTYpPO-
obpasyonmx HaKOIIeHHe
MOJIEKYJT
I'mokosa
OKHcCJIeHHe 110 OKHCJIeHHe
neHTo3ogochar- myTeM
HOMY ITyTH TJIUKOJIN3a
Pu6030-5- ITupysar
docdar

Puc. 14-1. OCHOBHblE MYTW WUCMONB30BAHWA TNIOKO3bl B
Knetke. [MoKo3a MpeTepneBaeT W ApPyrue MpeBpalleHUs,
O[HaKo B GONBLIMHCTBE KIETOK Haubonee CyweCTBEHHbIE
KONMYECTBA MIIOKO3bl PACXOAYIOTCA UMEHHO IO 3TUM TpeM
CaMbIM Ba)XXHLIM HAMPABNEHUAM.
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Te opranusmsbl, KOTOPbIE HE MOTYT IOJYIUTh
TJIIOKO3Y U3 JPYTUX UCTOYHWKOB, JOJIKHBI CUHTE-
3MpPOBaTh ee caMocTosATebHO. DoTocHHTE3UPY-
IOI[e OPraHu3Mbl 00Pa3yioT IIOKO3y M3 aTMOC-
dbeproro CO,, nmpeBpamias ero TpUo3y | jajee B
rioko3y. Hedorocunresupyionue KJIeTKH IIPO-
U3BOJSIT IJIIOKO3Y U3 GoJiee MpOCTBIX TPeX- H de-
TBIPEXYTJIEPOAHBIX TIPEALUIECTBEHHIKOB B TJIIOKO-
HeoreHe3e (Iporecce, 06PaTHOM TJTMKONU3Y ), T/I€
9¢h(HEeKTUBHO HCIONB3YIOTCSI MHOTHE TJIUKOJHTH-
yeckue hepMeHTHI.

B nmaHHOU r/aBe MBI OCTAHOBHMCSI Ha OT-
JIeTBHBIX peaklUsIX IJIMKOJIN3a, TII0KOHeoreHe3a
u nerto3odocdarHoro Myt U ob6cyauM (GyHK-
[[MOHAJbHOE 3HAYEHUE KaXKI0T0 U3 ITUX MyTeH.
KpoMme TOro, MBI paccMOTPUM pasjU4yHBIE IIpe-
BpallleHus1 MupyBaTa, 06pPa3yIomerocs: B pe3yib-
TaTe IJIMKOIN3a; K HUM OTHOCSITCS IIPOIiecchl 6po-
JKEHWSI, UCII0JIb3yeMble MHOTMMH OPTaHU3MaMu B
aHadpOOHBIX yca0BUAX Js monydenus ATP, a
YeJIOBEKOM — JUJIsI NMPOMBIIIJIEHHOTO TPOM3BOJI-
CTBa 3TUJIOBOTO CIIUPTA, MOJOYHOH KHUCJIOTHI U
JPYTUX BaXKHBIX MPOAYKTOB, MBI TakKe pazbepeMm
MetaboJnuecKue MyTH, MOCTABISIONINE /IS TJIU-
KOJIM3a Pa3JUYHbIe caxapa U3 MOHO-, JIf- U TOJIU-
caxapuaoB. O6cyskaeHne MeTaboIu3Ma TJII0KO3bI
nponoJikaercss B . 15, rme paccMaTpuBaioTCs
npoiiecchl aHaboam3Ma U KaTaboJM3Ma, CBSI3bI-
BalOlMe TJI0KO3Y C TJIMKOTeHOM. MexaHu3Mbl
peryusiuu  MeTaboJu3Ma Mbl IIPOUJIIIIOCTPHUPY -
€M Ha MpUMepe peakIil CHHTe3a U Jerpajalui
yriaeBonioB. Ilytu OuocuHTe3a IMMOJMCaXapuaoB
BHEKJIETOUHOTO MaTpPUKCA M KJIETOYHBIX CTEHOK
U3 TIIOK03bI 00cyxaaoTes B 1. 20.

Tanc ditnep-Yenmux,
1873-1964

1874-1933

y

I'ycras IMbzeH,

14.1. Tnukonus

ciefioBaresbHoe  (hePMEHTATHBHOE —PACIIEILIE
MOJIEKYJIBI TJIIOKO3BI ¢ 00Pa30BAHMEM JIBYX M
KYJI TPEXYTJIEPOTHOTO COEINHEHNS TNPYBATa.
BBICBOOOKIAIONIEHCS B 9TOM IIpoliecce CBOOO,

BHIMMOMY, U3y4eH Jyulie Bcero. Haunnas ¢ on
T dayapaom byxsepom B 1897 r. hepmenTan
ZIPOKKEBOM KCTPAKTe M BIJIOTh /10 YCTAHOBIE
TIOJTHOTO MeTabO0IMYeCKOTO MYTH B IPOKIKAX (pe

roda) B 1930-x IT. OCHOBHOE HampabJeHie (e
MUYECKHX UCCIIEI0BAHUIT OBLIO CKOHIIEHTP
Ha PEeaKIUsX TIHKOIN3a B IPOKIKEBOM IKCTPAKS
MBIIIIAX. VI3MeHeHe Hay4HbIX B3IJISAOB MO B
STHHEM JIAHHOTO OTKPBITHSI ObLI0 chopMyIHpoRE
Kaxom Jlebom B 1906 T.:

«Bnarogapst orkpeituio Byxuepa 6uox
ocBobOIMIIACK elile 0T ofHOro Muda. Pas
skenue caxapa Ha CO, ¥ CIIUPT HeJIb3s CY
MPOSIBIEHUEM <IIPHHIUIIA BUTATU3MAY,
pacienieHyie TPOCTHUKOBOIO caxapa MHB
30il. Mcropust 1aHHOrO BOMpOCa MOYYHUTE
IIOCKOJIbKY He I03BOJISIET CYUTATh, YTO TE
WHBIE TIPOOJIEMbI HAXOJSTCS BHE HAIIErO
HMMAaHUS JIUIID 110 TOH IIPUYMHE, YTO OHU i
ellfe He HAIIA CBOETO OOBSICHEHUSL.»

OtT0 Meiteprod,
1884-1951



€/loBaHNe IIpolecca TJIMKOJIU3A CTUMY-
5270 PA3BUTHE METO/IOB OUYUCTKH (DepMEHTOB,
10 0CO3HATH POJIb KOPEPMEHTOB, HATIPUMEP
TaK/Ke BBISBHTH KIIOYEBYIO MeTabosmde-
ciuio ATP u apyrux dochopunmposan-
eaiHennii. Dbl OunIeHsl M eTaabHO U3-
rauKouTHyecke (epMeHTbl U3 MHOTHX
DraHU3MOB.
13 — TIPAKTHYECKH YHUBEPCAIbHBII
BLEBII TYTH KaTab0IM3Ma TJTI0KO3bI; B 00JIb-
® KJIETOK B 9TOM ITpoliecce IIPOUCXOIUT Ipe-
#¢ OCHOBHBIX KOJIMYECTB YTJIEPO/ICO/EPIKA-
caMHeHMl. B HEKOTODPBIX KJIE€TKAX M TKAHIX
ranomux (HalpuMep, 9PUTPOLUTAX, MO3-
SHIeCTBE [10YKY, FOJIOBHOM MO3Te, CIepMe)
MHECKOe pacIlenyieHre TJIIOKO3bl — 3TO
UCTOYHUK MeTabOJMIeCcKOi aHep-
Opble TKaHW PACTEeHHi, CJIy)Kalue JJIs
sua KpaxMmasia (kaprodesbHbie KIyOHH), a
21 BOJHBIX pacTeHMH (Harpumep, BOISHOI
MIVYAIOT 6OJIbIlIyIO 4acTh HEOOXOAUMON UM
8 mpollecce TIMKOJIN3a; MHOTHE aHaspoh-
AHI3MBI [TOJTHOCTBIO 3aBUCAT OT INIMKOJIM3a.
genne — 910 00mMiT TepmMuH, 0603HA-
aHaspoOHOe Pas3yoKeHUe TIIOKO3bI N
PraHWYeCKUX TUTATENbHBIX BENIECTB C
SCBOOOJK/IEHNST DHEPTHH, 3amMacaeMoil B
IlockosbKy JKHBBIE OPraHU3MBI BO3-
KHCJIOPO/IHOI arMocdepe, anaapoOHOe
i€ TJI0KO3BI, BO3MOJKHO, CaMblil J[peB-
IOTHYECKUNT MEXaHWU3M, MO3BOJISIIONIIIT
SHEPrUIo U3 OPraHNYeCcKUX MoJieKyJ. B
OJIOLMY TAHHAS TI0CJIE/I0BATEIbHOCTD
31X [PEBPAILeHUIl TOJHOCTBIO COXPAHU-
woaUTHYeCKe (hepMEeHThI T03BOHOYHBIX
XOKH HA CBOUX TOMOJIOTOB Y IPOKIKeH
T4 Kak 10 aMUHOKUCJIOTHOH MocJIe/10Ba-
i, TaK ¥ 110 TPETUYHOI CTpPyKType. Y op-
§ PasHBIX BH/IOB IVIUKOJIU3 PA3JIHYAETCS
AA5MU Peryssiun u cyapboit 06pasyio-
upysata. [Ipu aToM TepmMoinHaAMITUECKUe
| ¥ TUIIBI PETYJISITOPHBIX MEXaHU3MOB,
JUINX TJIMKOJIM30M, TaKue Ke, KaK U JIJIsT
S0MYecKyX myTeil B kaeTke. MTak, rim-
@ET BaXKHYIO POJIb B XUMHU )KU3HU U KaK
j#1 mpotiecc oH y00eH 1/t u3y4yeHust 06-
WHIOB MeTabo/I3Ma.
4eM HayaTbh W3Y4YeHHe OT/eJbHBIX
(01133, B3IJISHEM HA 9TOT IPOIECC B

14.1 Tnwukonms  [67]
FMMKoNM3 npoTeKaer B ABe CTaguM

Pacierienyie mecTHyrJIepoIHON TJIIOKO3bI HA JIBE
MOJIEKYJIBI TPEXYyIJIEPOAHOIO TNHUPYBATa MPEICTaB-
Jisier coboit rocseoBarebHocTh U3 10 peakiuid, u3
KOTOPBIX [IEPBbIE MSITh HA3BIBAIOT 10020MOBUMENLHOIL
cmaduet (puc. 14-2, a). Cravana rimokosa docdo-
pUIupyeTcs 0 INAPOKCUIbHOM rpy1e y aroma C-6
(peakuust @). Obpasyronuiics mpu 3ToM D-T10K030-
6-docdar npespamaercs B D-bpykrozo-6-docdar
(peaxnusi @), KOTOPBIN B CBOIO 04epens Toxe ¢oc-
dopuspyercst — Teneps 1o atomy C-1 — ¢ obpaso-
BarneM D-¢dpykroso-1,6-6uchocdara (peakiust @).
B obenx peaknusx ¢hochopumpoBaHus I0HOPOM
ocdopunbhoit rpynmsr cayxkut ATP. Ilockombky
BCe TIPOM3BO/IHBIE CAaXapoB, 00Pa3ylONMIUECs B IIPO-
Tiecce IJIMKOJIM3a, — D-130MepBbl, MbI TIOCYUTAIIN BO3-
MOJKHBIM 3/I€Ch OIYCTHTb B HA3BAHUSX COEIUHEHUI
6ykBy D, 32 MCK/TIOUEHHEM TEX CITy4aeB, KOT/[a BAYKHO
TOYEPKHYTh UX CTEPEOXUMUYECKIE CBOUCTBA.

®pyxkrozo-1,6-6ucdochar pacraaercsi c 06paso-
BAHUEM JIBYX TPEXYTIEPOIHBIX MOJIEKYJ — UTHAPOK-
cuarerondocdara u ranIepaIbaerua-3-hocdata
(peaxnust @; UMEHHO 9Ta CTAUS «JTH3UCA» /IaeT Ha3Ba-
HHe BceMy IIPoLieccy). 3aTeM B pe3y. IbTaTe H30Mepu3a-
UK JUruIpoKcuarerondocedara obpasyercss Bropast
MoJIeKyIa TiLepasbaeri-3-ocdara (peakims ®);
Ha 9TOM 3aKAHUYMBAETCS TIEPBAsl CTAMS TJIHMKOJIM3A.
Jlastee Mbl ¢ XHMUYECKON TOUKHU 3PEHHs 00CYIUM MO/I-
pobHee, HACKOJIBKO BasKHYIO POJIb UTPAET CTAMsI U30-
Mepuzaipu (peakiust @) st hochopHIMPOBaHUS U
paspymenust csizu C—C B peakuusix @ u @. O6paru-
Te BHUMAHYE, YTO JI0 CTAINH PACIIETVIEHUS] TJIIOKO3BI
HA TPEXYIJIEDOHBIE COEJUHEHHST PACXOAYIOTCS JIBE
mouteky bl ATP; Heckombko 11033ke ati 3aTpathl ATP
Oy/IyT He TOJbKO KOMITEHCHPOBAHBI, HO U TIEPEKPHITHL.
WTax, Ha OATOTOBUTETLHOM CTA/IMU TIIMKOIN3A SHED-
rus, 3akmouentast B ATP, yBesmuuBaeT noTeHIuann-
HYIO 9HEPIUi0 MHTEPMEINATOB; YIIEPOIHBIE IIeITH BCeX
pacIIeNIsieMbIX TeKCO3 TIPEBPANIAIOTCS B OJUH ¥ TOT
JKe TIPOZYKT — LUIHIepaIbaeru/-3-pocdar.

Bropas (Bo3BpaTHast) cTaust IIMKo/ M3 (CTaaust
<BLINIAMbL NPOYEHMOB>) COTIPOBOK/IAETCS BHICBOOOK-
nenvieM sHepruu (puc. 14-2, 6). Kaxmas moexyiia
rmiepanbaerui-3-pocdara okucyseres u hochopu-
JIIPYeTCst MO/ JIeMCTBIEM HeopraHmdeckoro docgara
(ne ATP!) ¢ obpasosanuem 1,3-6uchocdormiepa-
ta (peakuust ®). [Ipu mpeBpalieHny IBYX MOJIEKYJT
1,3-6ucorsmiiepara B Be MOJIEKYJIbI TUpyBaTa (pe-
akin @—@) MPOUCXOUT BBICBOOOXKIEHNE SHEPTUHL.
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e3yJIbTaTe CONPSUKEHHOTO  (hochOpUIPOBAHUS
ex Mosieky 1 ADP Goibliiast 4acTh 9O 9Heprun
wmBaercss B suge ATP. Obmwmii Boixog ATP B
§lecce TIIMKOJT3a, O/THAKO, COCTABIISIET HE YeThIPE,
1ih JIBE MOJIEKYJIbI HAa OJ(HY MOJIEKYJIY IJTIOKO3BI,
R0abKy /1Be MostekyJibl ATP pacxozyrorest Ha oj-
BUTETbHON cTasun. Kpome Toro, aneprust, BbICBO-
IAIOMIAsICST HA BTOPOM CTaMU TJIMKOJIN3A, 3a1iaca-
8 Buzie 1Byx Mosiekys1 NADPH B pacuere na oy
KVJIY TJIIOKO3BI.

3 mporiecce IMIMKOJIN3a TPOMCXOAT TIpeBparie-
X pasHBIX TUIOB: 1) pacmierieHue yriepos-
“KeJieta TUII0KO3bI ¢ 00pa3oBaHMeM IHPYBATa;
whopuimposatne ADP o ATP noz sefictiem
ozHepreTnyecknx  (HhochopuIMpOBaHHLIX  CO-
esuii, 06pasyoNMNXCs MPU TIIHKOH3e; 3) Tiepe-
seapuz-nona Ha NAD™ ¢ o6pasosaniem NADH.

PalieHus MOJIEKYJIbl MUpyBaTa. 3a HCKIIO-
~ HECKOJIBKMX HMHTEPECHBIX CJIy4yaeB Cpeiu
Piii y BCex 0CTaJIbHBIX OPraHU3MOB 00pasyio-
% B pesyJibraTe IJIMKOJIN3a IUPYBAT IIpeTeprie-
ATbHEHTINe TIPEBPAIEHNST IO OZIHOMY M3 TPex
EBIX TyTeil katabosmama. Y aspoOHBIX opra-
8 1 B TKAHSIX TIPU a9POOHBIX YCIOBUSAX TJIMKO-
- 5T0 BCEro JIMIIb TIEPBast CTA/IUs TIOJTHOTO pac-
ssua 1oko3el (puc. 14-3). Ilpu oxucaenun

1a obpasyercsi aneTorpymmna aneTuakodep-
, @ KapOOKCUIIbHAST TPYIIa MUpyBaTa Ipe-
srest B CO,. /lasiee aneTorpyria MogHOCTHIO
setest 1o CO, B 1UKIIE JIMMOHHOM KHCJIOTBI
8). DTH TIPOIECCHI CONPOBOKAAITCS MIEPEHO-
pOHOB Ha MoJiekyny O, ¢ obpazoBaHieMm
S MUTOXOH/IPHSIX. DHEPTHsI, BHICBOOOK/1aeMast

2. ABe ctaguu rnukonusa. Ha moaroroBuTenbHon
13 KaX[0i MONEKYIEL III0KO3bI 06pasyloTcs ABe
= mannepanbuerna-3-gocdara; obe aTM MONEKYLLI
2310T flasibHellue npeBpaleHns Ha BO3BPATHOM
5 — KOHEUHLIM IPOAYKTOM BTOPOW CTaZuU TIUKO-
ieTCA IupyBaT. Ha mepBoi cTapuv IMMKOAU3A Ha
yNy TIIOKO3bI PACXOAyI0TCA ABe Monekynst ATP,
Do crapuu obpasyiorca yethipe Monekynbt ATP,
£3e MPUBOAUT K 00pa3oBanuio AByX monekyn ATP
D MOJIEKYY IJ1I0KO3bI, MPeBPalleHHYI0 B UPYBaT.
R DeaKuWii Ha CxeMme COOTBETCTBYeT HyMepauuu
DEpMeHTH, KaTanusupyioline COOTBETCTBYIOLINE
DEYNCIEHBI cIipaBa. [IoMHWUTe, 4TO Kaxpas doc-
: rpymma, 0603HauenHasn 3nech kak @), Hecer nBa
asHbIX 3apaga (—P0%).

14.1 Tnukonus  [69]

Tmoko3a

TJTHKO/TN3
(10 nmocaeoBaTenbHBIX

KIUI
HHU3KOE Co/IeprKaHne L peaxt] )

KHMCJIOPO/a
uin aHaap(ﬁy upyBar

aHaspoOHbIe
YCIIOBHSE

2C0
2 Monovmoxncnoe
6poskeHyie B

B JIPOKIKAX
9 Aneria-CoA | PabOTaIONMX MBITITIAX,
B 9PUTPOLUTAX

LUK W B JIPYTUX KJETKax
JIMMOHHOM HEKOTOPBIX
KHCJIOTBI MHKPOOPraHu3MOB

4C0, + 4H,0

JKuBorHbre, pacTUTE/IbHbIE I MHOTHE
MHKpOﬁHbIe KJIETKH
B aapo6m,1x YCI0BUAX

YCIOBHST

a3poOHbIe
YCIIOBHSE

l 2 Dra"os + 2COﬂ t}

CrproBoe 6poskenne

Puc. 14-3. Bo3aMoxHble nyTu Katabonusma nupyeara, o6pa-
3yloLerocs B pesynbrare ruKonu3a. [lupysar, kpome Toro,
CIYIKUT MPEANIECTBEHHUKOM BO MHOIMX PeakuMax aHabo-
NM3Ma, KOTOPHIE 31eCh He U300paeHsL.

IIPH TIEPEHOCE HJIEKTPOHOB, SIBJISETCS IBMIKYILEH C1-
noit obpazosarust ATP B Mutoxonapusx (rir. 19).

BTopoit BO3MOKHBII 1Ty Th IPEBPAIIEHNS ITUPY-
BaTa — €ro BOCCTAHOBJIEHHE JI0 JIaKTaTa B Ipolecce
MOJIOYHOKHCIOr0 Oposkenus. [Ipu MHTEHCHBHOI
paboTe MBIIIIl B YCJIOBUSIX HeZOCTaTKa KUCJIOPOZAA
(rumokcusi) NADH ne MokeT BHOBb IIPEBpaIaThCs
B NAD", omnako NAD* kak akienTtop a1eKTpOHOB
HEeOOXOMM /ISl TAJIbHENIIIEr0 OKMCIeHUs THpyBa-
ta. B Takux yca0BUSAX MUPYBAT BOCCTAHABINBAET-
cst J10 JlakTaTa, npuanmast asektponst or NADH, B
pesyJiprate yero obpasyercss NAD®, neobxonmmbrit
JUIsL TIPOIOJIKEHUsT TMKomn3a. HekoTopele THITBI
KJIETOK M TKaHeil (HampuMmep, KJIeTKH CeT4yaTKu U
APUTPOIIUTHI) TTPEBPALIAIOT IJIOKO3Y B JIAKTAT JlakKe
B a9POOHBIX YCJIOBUSIX; KDOME TOTO, HEKOTOPbIE M-
KPOOPraHu3Mbl Takke 00pa3yioT JIaKTaT B MPoIecce
[JIMKOJIM3a B aHA9POOHBIX yemoBusx (puc. 14-3).

Ha tpeTbeM OCHOBHOM IyTH KaTabosu3Ma
IMpyBaT TpeBpaiiaeTcss B aTHI0BbIH crupt. [lpe-
Bpauierne mupysata B aTanoa 1 CO,y B HEKOTOPBIX
TKaHSAX PacTeHwuii, y OIpe/IeNeHHbIX BIIOB (ecros-
BOHOYHBIX, IIPOCTEHIIX ¥ MUKPOOPraHU3MOB (Ha-
HpUMep, y MeKapcKuX JAPoxsKeil) IIpu HepocTaTKe
KUCIOPO/A WK B aHAOPOOHBIX YCIOBUSIX HA3BIBAIOT
CMpTOBBIM OpokenueM (puc. 14-3).
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UMKNA NUMOHHOW Kucnotel 188

WA UMKNA NUMOHHOW
208

aTHbIW UMK 211

AeqH B 1U1. 14, HeKOTOpbIe KJIeTKH 110-
wr suepriio (ATP) B pesyabrare Opoxe-

GOJIBIINHCTBA 9YKAPUOTUYECKNX
prix OakTepuii, KUBYIINX B a9POOHBIX
| OKHCJISIONINX OPraHIYecKue MOJIEKY-
' BOJIbI, [JIMKOJIN3 — 9TO JIMIIb NepBast
WOT0 OKHMC/IeHus rmokosel. [Ipn atom
Ma3yIONIUIICS TIPH TJIMKOJIH3e, OKHCIIA-

20 CO, n H,0, a ne BoccTanaB/ImuBaeTcst
MJI0BOTO CIIHPTA UJIH JIPYTOTO TIPOLYK-

% Ity aspobuyio Gasy kataboruama B
asbiBaioT AbixaHueM. B Gosee obiiem
SECKOM, M/ MaKPOCKOITITYECKOM, CMBIC-
gxamyieM I10/[pasyMeBaioT morpebieHne
BBIIEJIEHNE YITIEKICIOTO Ta3a MHOTO-
‘opranuamamu. OHAKO B GUOXUMUH U
TOT TEPMUH UCIIONB3YIOT B 0utee y3KoM
25 OIICAHIST MOJIEKYJISIPHBIX TIPOIIECCOB
z O, u Boigenenust CO, KIETKOI; faH-
oC TOYHEEe MOYKHO Ha3BaTh KJIETOYHBIM

SHO€ JIbIXaHVe BKJIOYAeT TPU OCHOBHBIE
. 16-1). Ha mepBoil cTaguu TOIIMBHbIE
46 MOJIEKYJIbI TJII0K03a, KUPHBIE KUCIOTHI
e AMUHOKKCJIOTHI OKHCJISIIOTCS 10 JIBYX-

EREHUU UUTPATA CKOPOCTD KJ1€TOYHOT'0 AbIXaHUA YaCTO yaenmuaae'r? A

3TOM HOTPE6HEHME KUCN0POAa AaXe 3HAYUTENbHO 60oblIe, YEM MOT-
s IIPU ITOJIHOM OKUCJIE€HUU JUTpara... HOCKOthKy JIUMOHHAs KUCJ0Ta
' B KaTIUTUYECKUX pPeaKkuUaX B TKAHAX, BOSMOXHO, OHA pacxoayeTcs
(IUN, HO BHOBb oépasye*rca B MOCNEAVIOLUX peakuuax.

X A Kpebe u B. A. pkoHcoH, w3 cratbu B xypHane Enzymologia, 1937

JIMMOHHOU KUCNOThI

YIJIEPOHBIX (DPArMEHTOB, 8 MIMEHHO /10 alleTOrPYIITIbI
anernnkodepmenta A (anetun-CoA). /lanee (Ha BTO-
PO# CTa/MK) aleTOrpyIia IOCTYIAeT B IIUKJI JIMMOH-
HOW KMCJIOTHI, I7ie (hepPMEHTATUBHBIM IIyTeM OKUCJIS-
ercst 10 CO,; BBICBOGOKAAIONTASICS TIPH 9TOM SHEPIHsI
coxpassiercsi B ()opMe BOCCTAHOBJIEHHBIX IEPEHOC-
upkoB anextpoHoB NADH mwmm FADH,. Ha tperbeii
CTafiiM KJIE€TOYHOTO JIBIXAHUSI 9TU BOCCTAHOBJIEHHBIE
bopMbI KO(EPMEHTOB B CBOIO 0YePe/lb OKUCIIAIOTCS,
npu stoM obpasyiorcs npotonsl (HY) 1 siekTpomsl,
KOTOpBIE 3aTeM TIepe/IAloTCsl 0 LeNH MepeHoca aJieK-
TPOHOB, MHAY€e HA3BIBAEMOIl JbIXaTeIbHOM LIEIbIO, Ha
(MHATIBHBIN AKIENITOD 31EKTPOHOB — MOJIEKY/IAPHBII
kucaopoz. ITpoiecc meperoca aIeKTPOHOB Ha3bIBaeT-
s okucauTeIbHbIM (hocdopimposanueM (T71. 19) n
COMPOBOXK/IAETCS BbIETIEHIEM OOJIBIION0 KOTHYeCTBa
sHepruu, Kotopas 3anacaercs B popme ATP. Knerou-
HOE JIBIXaHIe rOpasio CJI0KHee, YeM TIMKOJII3; IPUHS-
TO CYMTATD, YTO B XOJI€ DBOJIOIUH JbIXaHNe OABUIOCH
HaMHOTO I03Ke IJIMKOJIN3a — T0C/Ie BO3HUKHOBEHIS
npaHobakrepuii. Mertabosyeckast aKTHBHOCTb ITH-
aHOOAKTepUil ChIrpasia BAKHYIO POJIb B MOBBIIECHUH
coJlepKaHusl KUCJIopoaa B arMochepe 3eMyH, YTo U
CTaJI0 TIOBOPOTHBIM ITYHKTOM B 9BOJIIOLHHL.

B mepByio odepenb MBI PacCMOTPUM IpeBpa-
1leHye THpyBaTa B alleTOrPyIIy, a 3aTeM 0OpaTiM-
¢ K M3YYEHUIO BKJIIOYEHHs alleTOTPYIIbl B MK
JUMOHHOM KHCJIOTHI, MHAYE HA3bIBAEMbIl IMKJIOM
TpuKapGoHOBBIX KucaoT win mukiaom Kpebea —
no uMenu otkpbiBimero ero Xauca Kpebea. [lanee
OCTaHOBUMCS Ha M3yyeHun peakiuii uukia Kpebea
1 yyacTByonmx B HeM depmenTos. [lockonbky nH-
TepMeauathl ukiaa Kpebca BBIBOAATCS U3 IUKJIA B
KauecTBe TPENNIeCTBEHHUKOB /Ul CHHTE3a JAPYTHX
BEIeCTB, MBI PACCMOTPHM HEKOTOpBIe IIyTH BOC-
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TIMKOIHS |

NADH un FADH ,
(BOCCTaHOBIIEHHBIE
TIEPEHOCYHKH e~)

T

JlbIxaTembHast Henb
(uemns mepeHoca
9JIEKTPOHOB)

Puc. 16-1. Katabonusm Genkoe, MPOB 1 yrnesoaoB B Tpex-
CTaguMiiHOM NpoLecce KNETOYHOro AbixaHusa. Cranua 1 — okuc-
JTIEHWUE KMUPHBIX KUCJIOT, T/IOKO3bl X HEKOTOPHIX aMUHOKUCIOT
MPUBOAUT K obpasosanwio auertwn-CoA. Cragma 2 — okuc-
JIeHVe alETOTPYNIl B LMKIE JIMMOHHOW KUCIOTH BKIIOYAeT
YerTblpe PeaKLuy, COMPSKEHHBIe C YAAIeHWeM 3J1eKTPOHOB.
Cragusa 3 — anexrporst ¢ momowbio NADH n FADH, nocrynator
B [IbIXaTeNbHYI0 11eTb (LieMb ePeHoca 7IeKTPOHOB B MUTOXOH-
APUAX WM Ha INIa3MaTndeckoit MeMbpare y 6akrepuit), BocCTa-
Hasnusas 8 urore 0, no H,0. IToTok anekTpoHos obecrieunsaer
obpasosanue ATP.

Xamc Kpeb6e, 1900-1981

IOJIHEHUST ATUX WHTepMeanaToB. Llnka
KHCJIOTBI — KJIIOUEBOU B MeTabOIM3ME: &
BOJIAAT ITyTH Katabo/113Ma, OT HEero HaynEe
anaboJIM3Ma ¥ €r0 PEryJIsIHs OCYI
OTBETCTBUH C APYTUMH MeTaboInue
3ak/I0YnTeIbHas YacTh JAHHOM TJIa

3allaCHBIX TPUALIUIITIUIIEPHHOB Y HEKOTH
OpraHM3MOB, B KOTOPOH HCIIOJIb3YIOTCH
peaknun u (hepMeHTHI, 3a/1eHCTBOBA
JIMIMOHHOM KHCJIOTHI.

16.1. 06pasoBaHue auetun-CoA
aKTUBMPOBAHHOrO ALETaT:

Y aspobHBIX OPTraHU3MOB IJTI0KO3a H AP
pa, a Takke KUPHBIE KHCJIOTHI U MHOF
KUCJIOTHI B IUKJI€ JIUMOHHOW KHUCHOTHL
TEJIbHOM 1IN OKUCISIOTCS B uTore 0 €

aleTOrpyniel aneTuikobepmenta A,

6oJIbIIast YacTh TOIIMBHBIX MOJEKYJ B
LUK/ UMEHHO B 9T0H dopme. MHorue &
JIOTBI HAYUHAIOT 3TOT Iy Th AHAJTOTHYHbIM
XOTs HEKOTODBIE M3 HUX Pas/iaraloTcs
MHTepPMeINaToB Imkia. JlJs Havasa
OKHCJIEHHe TUpyBaTa, 00Pa30oBaHHOTO B
ce IVIMKOJIM3a M3 TIOKO3bI WJIH [APYIUx
1o aunetun-CoA u CO, mox peiicTBHEM
aeruzporeHasdoro (IIZIT') xkommiexca,
COCTOUT M3 MHOKECTBA KONHUil Tpex (ep:
JIOKA/IM30BaH B MUTOXOH/IPHSX 3YKapHOI
KJIETOK U B IIUTO30J1€ GAKTEPHUIA.



feJIbHOE  M3ydeHue 9Toro  (hepMeHTHOro
¢Ca IIOJIE3HO TI0 HECKOJBKUM I[TPUYMHAM.
TAErnPOTeHa3Hblil  KOMILIEKC —IIpecTaB-

eHTOB 110 Mepe TIpeBpalieHus cybcTpara
npoaykr. B maHHOM Iporiecce IpUHH-
ne 1ATh KO(aKTOPOB, YeThIpe U3 KOTO-

HOTO KOMILIEKCA MOJKHO TakKe IOKa3aThb,
pOpasoM KOMOMHAIMA KOBAJEHTHOH MOMIH-
W AJJIOCTEPUYECKON PEeTYJISINH 1103BOJIA~
© PeryJMpoBaTh MOTOK MeTabONHUTOB yYepes
erHyio crajamio mytu. Hakowen, nmpysart-
SHA3HBI KOMILJIEKC BBICTYIIAET B KayecTBe
14 JIBYX IPYTUX BOKHBIX (PePMEHTHBIX KOM-
8 — O-KETOTJIyTapaT/Ieri/poreHasbl B IIUKJIe
i KMICJIOTHI M JIETH/IPOTE€HA3BI OL.-KeTOKUCJIOT
TEJAEHHOI 1IEIBIO B MPOIecce OKHICIEeHUS He-
avunokucaor (cm. puc. 18-28). Yausu-
* £XOACTBO OENKOBOW CTPYKTYPBI 3THX TPeX
KCOB, noTpebHOCTH B KOPAKTOPaX ¥ MEXaHU3-
Wil — BCe 9TO OJIHO3HAYHO OBOPUT 00 X
OHHOM POJICTBE.

okucnaerca po auetun-CoA u CO,

peaKis OKHCIMTEIBHOTO /IeKapOOKCH-
§, Katajusupyemasl IIupyBaTernporeHas-
MILIEKCOM, ITPEZICTABIIsIET COOO0IT HeOOPATUMBbIIT
" OKHCJIEHUS, TIPH KOTOPOM KapOOKCHIIbHAS
mmpyBata yaassiercst B Buzie Moekybl COs,
SABIIIXCA aToMa yriepoja popMupyIoT ate-
¥ atteruikoepmenta A (puc. 16-2). O6pasy-

CO,
CoA-SH 4

TPP,
NAD™ qumoar, NADH (o

\_ FAD / N\ C/

-1 HUPYBaTAErHIPOTeHa3HbIN |
Kommexc (E, +E, +Ey) CHj

S-CoA

Anernn-CoA
AG’® = —33,4 /[’x/M0ib

CymmapHas peakuus, Katanusupyemas nupy-
pOreHasHbIM KOMNIEKCOM. B Texcre obcyxpatoTes
SDMEHTOB, YIaCTBYIOWWUX B AAHHOW Peakuuu, u Tpu

BXOfALME B COCTAB KOMIUIEKCA.

16.1 06pa3sosanue auetun-CoA — akTuBupoBaHHoro alerara |[183]

touguiicst B atoit peakimu NADH nocrasiser B bixa-
TeJIbHYIO 1ettb ruapu-1oH (:H™), KoTophlii nepeHocuT
JiBa BIEKTPOHA Ha KMCJIOPO/, WM Y aHadPOGHBIX Opra-
HI3MOB Ha J[PYTOii aKIETTOP 3JIeKTPOHOB (HUTPAT UK
cysbdar) (puc. 16-1). ITeperoc anexrponos or NADH
Ha KHCJOPOJ B WTOTe NPUBOUT K O0OPAa3OBAHMIO
2,5 monekys1 ATP B pacuete Ha apy a;1eKTpoHoB. He-
00paTUMOCTD PEAKIINH, KaTaJu3upyeMoil IupyBaTie-
IH/IPOTEHA3HBIM KOMILIEKCOM, Oblia TOATBEpk/IeHa C
MOMOIIBIO SKCIIEPUMEHTOB C M30TOITHON METKOMA: /1aH-
HBII KOMILTIEKC He CIOCOOEH MPHUCOEIMHSATD K alleTHJI-
CoA pamoaktusHo Meuentsiii CO, ¢ oGpasoBaHueM
MEUYEHHOTO 110 KapOOKCUIIBHOIT TPYIITe MpyBaTa.

B pa6oTe nupyBaTAerMApoOreHasHoro KoMnaexca
y4acTBYIOT NATb KOepMeHTOB

JleruipupoBatue ¥ eKapOOKCHIMPOBaHHe ITPyBaTa
¢ obpasosanuem anerun-CoA (puc. 16-2) tpebyior
TI0CJIeZI0BATE/IBHOTO YYACTHS TPEX PasIMuHbIX (ep-
MEHTOB ¥ TISITH Pa3JIMIHbIX KO(epMEeHTOB, WM IIPO-
crernueckux rpymnn — tuamuanupodocdara (TPP),
duasunagennnannykireornaa (FAD), xodepmenta
A (CoA, xotopsiii nroraa obozxadaor kak CoA-SH,
YTO MOAYEPKUBAET POk ero SH-rpyIb ), HUKOTHHA-
vugagennnamaykireotuaa (NAD) u mmunoeBoit Kuc-
n0ThI (yimmoara). Cpeu HeOOXOAMMBIX KOMIIOHEHTOB
JIAHHO} KaTaJIUTHYECKOH PeaKIIK YeThIPe BUTAMUHA,
KOTOpbIE YeJIOBEK JOJDKeH IMOMy4aTh C IHUIIEH: THha-
mun (aas TPP), puboduasun (a1a FAD), nuamun
(mst NAD) u mantorenar (i CoA). Mar yixe ro-
sopuuiu 0 posim FAD 1 NAD B kauecTBe IepeHoCyH-
K0B 9/1eKTPOHOB (Tu1. 13), a ¢ TPP MbI craskusamuch
pamHee Kak ¢ KOepMeHTOM IUPYBATIEKAPOOKCHIA3BI
(cm. puc. 14-14).

Kodepment A (puc. 16-3) coaepxur peaxun-
onnocnocobuyo trososyio rpynmy (—SH), xoro-
past UrpaeT BajKHEHIIYI0 POJIb B OCYLIECTBJIEHUN
¢dynkiuu CoA B KauecTBe NePEHOCYMKA AlUIbHON
IPYINIBL B Psifie MeTabOMMYecKNX peakiuit. Arui
KOBAJIEHTHO CBSI3BIBAETCS C THOJIOM, 00pa3ysi THO-
adup. Brarogapst 60/bIIMM BeJIMUMHAM CTaHAAPT-
HOI CBOGOAHON sHeprum THAposn3a THoahupos
(cm. puc. 13-6, 13-7) oHM crOCOGHBI TIEPEHOCUTD
aluJIbHbIe TPYIIIBI U TlepelaBaTh MX PasinYHbIM
aKLeNTOPHBIM MoJIeKyJaaM. Takum o6pa3oM, alul,
CBSA3aHHBIN ¢ KODEPMEHTOM A, MOKHO paccMarpu-
BaTbh B KAUECTBE «aKTHBUPOBAHHOW» TPYIIIILL.

[Tateiii  KodakTop IHPYBATAETUAPOreHA3HO-
ro xomiiekca jumoat (puc. 16-4) comepxuT nBe
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PeakmonnocnocobHast
THOTpyIIa

H H H CH;

[ ]

I | I l
IHS~CH2—CHz—NI—(")—CHz—CHz—N—C—C—C—CHz—O——P—O—P—O—CH2 o

I
O OHCH;,

B-mepkanrostumamur O

ITantoTeHoBas kucaoTa

0]
Vi
CHj3 —C\
S-CoA
Anerun-CoA

Puc. 16-3. Kodpepment A (CoA). K ruppokcuiy manToTeHOBOM KUCNOTH IIPUCOEAUHEH docdo-
3(uproit ceA3bl0 MomudMUMpPOBaHHLIA ocTaTok ADP mo ee KapboKCUNY — aMWUIHOI CBA3BIO
P-mepranrostunamus. 3-Tuppokenn ocrarka ADP ceasax ¢ bochopunbHoi TPYIINOW, KOTOPas B
co6oprom ADP otcyTersyer. SH-rpynia MepKanToITUIaMUHa MOXET CBASHIBATBCA C aleTorpymn-
noit anerunkodepmenta A (anerun-CoA; srusy cnesa), o6pasya Tvosdup.

Oxucrennass Boccranos- Anernnupo-
dopma JIeHHast BaHHasi
(bopma ¢opma
I—S = C{-Iz HS—C{Iz CHs—C—S—C{h
é /CHz /CH 2 /CHZ
= C{I HS—C{-I HS —C{I
/CH2 CH , CH,
Jlunoe- CH, ‘
Bast N
KHCIOTa /CH2
CH,
N C—
— / —
HN
AN
Ocrartox /CH2
LysBE, C{‘IQ
CHy
\CH
NN N Tlommentuanas uens E,
g (Hj (AMTHAPOIUIIONTAIIETHIT-

TpaHchepassl)

Puc. 16-4. Nlunoesas kucnora (nunoar) o6pasyer amua-
HYI0 CBA3b C OCTaTKOM JIU3MHA. JIMTIOWNIU3UHOBAA IPYTTa
ABJACTCA MPOCTETUYECKO! TPYMNOIt AUCMAPONUTOUALe-
TunTpancdepasst (Gepmenra E, B kommnekce IIAT). Jumo-
WIbHAA TPYMNa MOXET CYLecTBOBATh B OKUCLEHHOW (mu-
CYNbUAHOM) W BOCCTAHOBIEHHOM (BUTUON0BOI) dopMe U
TMO3TOMY CIoCo6Ha AIeiCTBOBATH KaK NEPEHOCUMK BOROPOZA
W QUeTWIbHLIX (WK IPYTUX aUWIbHBIX) TPYIL.

Kodepmenr A

o o

I [

0O 0 .
H
0

L

3'-Dochoanenozunnndocdar

TUOJIOBbIE I'PYIIIIBI, KOTOPbIE MOTYT O6p& [

nByms octatkamu Cys B Genkax. Brarozag
CTIOCOOHOCTH TI0JBEPraThCsl OKMCIUTENbHE
HOBUTEJIbHBIM IPEBPALIEHUSAM JIUIIOAT MO3
HOJHATH (DYHKINIO [IEPEHOCUYNKA KaK BOJAOR
1 al(UJIbHOM TPYTIIBL, YTO MBI YBUIUM Ja/I6e

MupyBataeruaporeHasHblil KOMNAEKC
COCTOMT U3 Tpex PasHbix lepMEHTOB

B TIAT-xommueke BXomar tpu Qepme
Baraeruaporenasa (E,), auruapoaunons
tpacdepasa (E,) u auruaposmmon:

redasa (E;), mpmyem kaxzasiii depment
MPUCYTCTBOBATh B BUIE MHOKECTBA KOITHiL.
HBIX BI/IOB OPIaHU3MOB YHCJIO KOIIMH KasKAOM
MEHTa M, C/Ie0BAaTEIbHO, Pa3MepP 3TOTO KOME
pasnnyarorca. [Auamerp II/IT-kommekca,
JIEHHOTO U3 TKaHe# MJIeKOUTAIONIIX, OKOJIO |
uTo GoJIee YeM B 5 pa3 NPeBbIIaeT pasmMep pi
MBI, H €70 MOKHO «YBHUZETb> B 3JIEKTPO
Kpockor (puc. 16-5, a). B hepmentHOM KOMIE
6pika 60 oxuHakoBbIx Komumit E, o6pasyior m
TOHAJIbHBIN JI0[IeKasp (AP0), AUAMETD KOTES



oKkoJ0 25 uM (puc. 16-5, 6). Snpo dep-
) KOMILIeKca B KieTKax Escherichia coli co-
® 24 konun E,. Benok E, cyxut yyacTkom
WIEHMS JIUII0aTa, 00pPa3yoNIero aMUuAHYO
-aMHHOTpyHIoi ocratka Lys (puc. 16-4).
= E, Tpu QyHKIIMOHATBHO Pa3IUYUMBIX J0-
e, 16-5, 6): N-KoHIEBOH Aunounvuviii 0o-
DAl ocTaTku Lys; 1eHTpanbHbiil do-
uarowull 3a cesizvisanue Ey u Eg; a Takke
e AP0 — auuImMpancepasmoiil domen,
SHIHIl aKTUBHBIH IEHTD aluITpaHcdepasol.
ILUIEKC JPOKKEH WMeeT eIWHCTBEHHBII
biii ZIOMEH, C KOTOPBIM CBSI3BIBAETCS JIH-
DMEHTHBIX KOMILTEKCAX MJIEKOIIMTAIO-
| TaKHX ZIOMEHa, a B KieTKax E. coli nx oOHa-
pi (puc. 16-5, 8). lomenst B mosiekyiie E,
§bl JIMHKEPHBIMU TI0CJIE[0BATETHBHOCTIMMU
o1 20 10 30 aMHHOKHCIOTHBIX OCTAaTKOB,
JODBIX XapaKTePHO BBICOKOE COZIEpIKaHUE

DYBaTAErnAPOreHasHbli KOMINEKC. @ — Kpuo-

22 Mukpodororpadua IIIT-koMmnekca U3 movdKu
DOBEZIEHUU KPUOITIeKTPOHHOM MUKPOCKOTTM 610-
: 0Opaslibl UCCNENYIOT TIPU IKCTPEMAIBHO HUSKUX
X, 4TO IO3BONAET U3bexaTb apTedakTos 06es-
= DuKcauuu M OKpauMBaHMA. 6 — TpexmepHoe
IT/IT-KoMMIeKca, TTO3BONAIOLEE YBUAETD CTPO-
SWHENL;: upyBaTaeruaporenasst (E,), surugponu-
irpancdepasst (E;) v aurupponunonnpernppo-

). H3o6paxeHune Co3AaHO HA 0CHOBE 06paboTKM
C71a CHUMKOB, aHaJIOTMYHEIX @, @ TAKXKe IO JaH-
T2AN0rPahuUYecKoro WUCCNefO0BAHUA OTHENbHBIX
. Anpo KoMIneKca (BBIZENEHO 3eJ1eHEIM LiBETOM)
80 monekyn E,, opraHusosaHHbIx 8 20 TpUMEpOB
X TIeHTArOHaNbHLIN [ofeKasap. JInonnbHbe
{CWHMe) HampaBJeHbl HApYXKY W JOCTUTAlOT aK-
=TpOB Monekyn E; (enTsie), oKpyxawommx aapo
se cybbenuuMLl E; (KpacHble) TakKe CBA3aHH
D¥ 3TOM MOZBUXHOE Mevo E, MoxeT focTnyb ux
SHTPOB. 3BE37J04YKOI 0603HAYEH YUACTOK, B KO-

SWIbHas IPYINa NPUKPEIUIACTCA K NUIIOUILHOMY
HampasneHHas K YNTATeN0 BHELIHAA I0JI0BUHA
=2 noKasaHa. JlaHHana Mopenb 6ba pepioxe-
% [Z. H. Zhou et al. (2001)]; B apyroit Mozenu
ine et al. (2002)] cy6venmuuust E; pacmonoxe-
 mepudepun KoMmmnekca (CM. LOTONHUTENbHYIO
). 8 — Genok E, copepuT JOMEHE Tpex TUIOB,
DDOTKUMU MONUIIENITUAHLIMU IUHKEpaMU: Ka-
G auunTpaHcepasHLlil JOMEH, OMEH CBA3LL-
Z. ¢ E; a TaKKe OfMH WM HECKONLKO INITONb-

16.1 06pasosaxue auetun-CoA — akTUBMPOBaHHOrO auerara [185]

HHCJI0 JIMTTOUIBHBIX AOMEHOB Pa3/IMYHO Y Pa3HbIX BUJIOB.
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