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ENERGY TRANSDUCTION
IN MITOCHONDRIA

A. D. VINOGRADOV

The basic concepts of
energy transduction in
mitochondria are descri-
bed. The mechanisms of
vectoral electron transfer
in biological membranes
coupled with proton trans-
location reactions (chemi-
osmotic coupling theory
by P. Mitchell) are dis-
cussed.

U3noxeHbl OCHOBHbIE 3a-
KOHOMepHOCTHU npeobpa-
30BaHUsI 3HEpPrun MUTO-
XoHgpusimMu. Paccmortpe-
Hbl MexaHU3Mbl peakKyni
BEKTOPHOro nepeHoca
3JIEKTPOHOB, COIPSIXKEeH-
HOro ¢ nepeHocom rnpoTo-
HOB, B 6MOJIOrN4ecCKuxX
mem6paHax (Teopusi anek-
TPOXUMUYECKOro conpsi-
JxeHus . Mutyenna).

NMPEOBPA3OBAHME JHEPTUMH
B MUTOXOHAPUSX

A. [. BUHOTPAJIOB

MockoBckuii rocyfapcTBeHHbIN YHUBEPCUTET
um. M.B. JlomoHocoBa

BBEJEHUE

O6pazoBanue MoaeKyabl ATP, rmaBHOro MCTOUHMKA
SHEPrUM Ui COBEPILIEHUS] pabOThl B OMOJIOTMYECKUX
cucTeMax, CerofHs He MOXeT ObITh OTIMCAHO B TEPMU-
Hax TOYHOTO XUMHMUYECKOTO MEXaHM3Ma 3JIeMeHTapHBIX
CTaWii, OMHAKO SICHO, YTO NBMXKYILIEH CUJIOM Mpoliecca
CJIY>KUT DHEPTUsl 2JIEKTPUUYECKOTO TOJIsl, CYILECTBYIO-
1IIETO Ha BHYTpeHHelt MeMOpaHe MUTOXOHIpUii. Bo3Hu-
KaeT eCTeCTBEHHBIN BOIPOC: YTO CIYKUT MCTOUHHKOM
oToi sHepruu? B camom oOleM Buae OTBET MOXKHO
chopmynupoBath Tak. IlurarenbHble BelnecTBa (Oen-
KU, XUPBI U YIJIEBOMbI) B KOHEYHOM CUeTe TMpeBpallia-
IOTCSI B OTpaHMUYEHHBI HA0Op HU3KOMOJEKYJISIPHBIX
COCMMHEHUII — OpraHWYeCKUX KHCIOT. YIJepoaHble
aTOMbI, U3 KOTOPbIX MOCTPOEHBI 3TU KUCJIOThI, OKUC-
qsitotrcst (y a3poOHBIX OpPraHM3MOB KHUCJIOPOJIOM) IO
VIJIEKUCIIOTO Ta3a W Boabl. [Ipoliecc oKMcIeHusT opra-
HUYECKUX KHCIOT KMCIOPOAOM TMPOUCXOIUT B MMTO-
XOHJPUSIX — KJIETOUHBIX OpraHesuiax, 00ecreunBaoIIuX
60nb1nyo yacts cuHTe3a ATP B kietkax. [Torpebnenue
KHUCJIOpoJa B Ka4eCTBE OKUCITUTENIST OOBIYHO HA3hIBAIOT
BHYTPMKJIETOUYHBIM AbIXaHHUEM. DHeprus, oCBOOOXKIa-
folasicsl B pe3yJibTaTe XMMHUUYECKON peakiiuu OKUce-
HUSI, TIpEBpaIaeTCsl B 3JIEKTPOXUMUYECKYIO U B TAKOM
BHUE UCITOJIB3yeTcs st cuHTe3a ATP.

TpaHchopmalnsi SHEPTMU OKUCIEHUST OCYIIECTB-
ngercs (epMeHTaMM, PacIiOJIOXKEHHBIMU BO BHYTPEH-
Hell MeMOpaHe MUTOXOHIPU U paboTaIOIIMMK KakK re-
HepaTophbl, KOTOPHIE UCITOIb3YIOT B KAU€CTBE HOCUTEJIS
3JIEKTPUYECKOT0 3apsna uoH soxopona (HY, mporon).
ITo onpeneneHNIO, OKUCIUTEILHBIMU (TOYHEE, OKUCITH-
TeJbHO-BOCCTAHOBUTEIBHBIMM) PEAKIIMSMU Ha3bIBAIOT
TakKue, B KOTOPBIX MPOUCXOIUT IMEPEHOC 3JIEKTPOHOB OT
MOJIEKYJIbI-IOHOpa (BOCCTAHOBUTEJS) K MOJIEKYJIe-aK-
HenTopy (OKHMCIUTENI0). DTU peaKIuKU JIpe3BbIUYaitHO
pacrmpocTpaHeHbl B XKMBBIX CUCTEMAaX M KaTaTu3UPYIOT-
csl bepMeHTaMU, TTOJIYYMBLIMMU Ha3BaHUE OKCHIOpE-
nykra3. COBOKYMTHOCTb OKCUIOPEAYKTa3, KaTaIu3upy-
IOIIMX MPOIECC BHYTPUKIETOYHOTO TBIXaHUSI, OOBIYHO
Ha3bIBAIOT AbIXaTeNbHOM 1eTblo. JIJ1s1 OTBETa Ha BOITPOC
0 TOM, KaK BO3HUKAET BJICKTPUUECTBO B MEMOpaHe MU-
TOXOHJPUIA, TIPEACTOUT PACCMOTPETh, KakK paboraer
NIbIXaTeTbHAas 1eTTb.

OTMeTnM cpasy, UTo JJ151 BOSHUKHOBEHUS BJIEKTPU-
YecKOro ToJisg (0IHa CTOpOHAa MeMOpaHBI 3apsikeHa
MOJIOXKUTENBHO, a Ipyras — OTpULaTeIbHO) HEOOXOo -
MO, YTOOBI (DEPMEHTHI AbIXaTeJIbHOM LIEMU OCYIIECTB-
JISITM BEKTOPHBIN, HATIPaBJIeHHBIH (MO OTHOILICHUIO K
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CTOPOHAM MeMOpaHbl) MEPEHOC TEKTPOHOB OT BOCCTA-
HOBUTEJISI K OKMCIIUTEN0. B 9TOM COCTOUT MPUHLIMITHU-
aTbHOE OTJINYKE PaOOTHI OKCUIOPEIYKTAa3 IbIXaTeIbHON
eny oT GyHKUMOHUPOBAHMST (PEPMEHTOB, KaTaau3u-
PYIOILIMX aHAJIOTMYHbIE PEeaKIM¥ B TOMOTEHHOM (M30-
TPOITHOM) PacTBOPE, IJie BOITPOC O HAIMPaBICHUHN peaK-
LIMM B TIPOCTPAHCTBE HE MMEET CMbIC/IA (CKaJIIpHBIE
TIPOLIECCHI).

NCTOPUSA NMPOBJIEMbI

HauanoM wusyyeHMs1 IObIXaHUs TMPUHITO CUYMTATh
KJmaccmieckue ombIThl AHTyaHa JlaByasbe (A. Lavoisi-
er), KoTophlii eme B 1777 rogy nmoxkasai, 4To “4UCTHIN
BO31YX, BOWIs B JIETKUE, BBIXOAUT U3 HUX YACTUYHO B
BUJIE CBSI3bIBAEMOTO BO3IyXa WM MEJOBOM KHUCIIOTHI.
CrenoBaTe/ibHO, YUCTBIA BO3MYyX, MIPOXOIsS Yepe3 Jier-
Kue, IpeTepreBaeT Takoe pasiokeHrue, KOTOpoe UMeeT
MecTo npu ropeHuu yris”. To, uyro JlaByasbe HasBan
MEJIOBOI1 KICJIOTOM, OBLIIO, KaK MBI TETICPh 3HAEM, YIJIc-
kuciaeiM razoMm (CO,). Havano coBpeMeHHBIM Mpen-
CTaBJICHUSIM O BHYTPUKJIETOUHOM JIBIXaHUU OBLIO MOJIO-
keHo pabotamu B.U. TMannaguua B Poccun (1909 rox),
T. Tyn6epra (T. Thunberg) B Llsenuu (1909 rox), I. Bu-
nanga (H. Wieland) u O. Bapoypra (O. Warburg) B Iep-
MaHWU, BBITTOJTHEHHBIMU B 20-X TOaX HBIHEITHETO Be-
ka. K Tomy BpeMeHU yxke ObLJI0 U3BECTHO, YTO TKAHU
MJIEKOTTMTAIOIIMX KAaTaIM3UPYIOT OKHMCIIEHUE OpraHu-
YeCKUX KUCJIOT KUCIOPOAOM Bo3myxa. [Ipu obcyxie-
HUU MeXaHM3Ma 3TOTO KaTajin3a K cepenrHe 20-X ToIoB
copMUpoBaIMCh 1B Ha TIEPBbIi B3IJISA AJIbTEPHATHUB-
Hble Touku 3peHusi. T. TynOepr u . Bunanna nonaranu,
YTO OBICTPOE OKMCIIEHUE XUMMYECKM MHEPTHBIX Opra-
HUYECKUX KUCIIOT CBSI3aHO C CYIIECTBOBAaHMEM B TKa-
HIX (EepMEHTOB (HETHAPOreHa3) — aKTHMBATOPOB aTO-
MOB BOAOpoOJa B MojieKysax cyoctparoB. O. BapOGypr
CUYMTAJ, YTO KaTajnu3 O0YCIOBIEH XeJe30coaepKalium
dbepMeHTOM, Ha3BaHHBIM MM JBIXaTeJbHBIM (epMeH-
TOM, aKTMBUPYIOIIUM XUMWYECKUM WHEPTHBII KUCIIO-
poxn. Kak yacTo ciaydyaeTrcs, 0Ka3ajJoCh, UTO 00€ TOUKU
3peHus BepHBL. [IpumepHo B 1o ke Bpems . Keitmn
(D. Keilin) B KeMOpumKke oOHapyK1JI CylIeCTBOBaHUE
B TKaHSIX TTMTMEHTOB, Ha3BaHHBIX UM IIUTOXPOMAMH,
OKpacka KOTOPBIX 3aBHCeJIa OT HAJIMIUS KUCIIOpoaa U
aKTHUBHOCTH JbIxaTeibHOTO (hbepmeHTa BapOypra. Keii-
JIMH TIPEATOJIOXUI, a TIOTOM 3JIETAaHTHBIMU OTBITAMU
JTOKa3aJI, 9YTO [IUTOXPOMBI SIBJISTIOTCST CBSI3YIOIITUM 3Be-
HOM MexXnay nerunporeHazamu TyHOepra v Bunanma u
nbIxateabHbIM (pepMmeHTOM BapOypra. [To3nuee Keitnnn
M €T0 YYeHWKHU TOKAa3aJv, YTO CYIIECTBYIOT HECKOJIBKO
LIUTOXPOMOB, pa3jINYalONINXCs MO CBOEH OKpacke U BCe
OHU SIBJISIIOTCSI 00s13aTeIbHBIMU KOMITOHEHTaMU TTOYTH
mo0bIX XXuBbIX cucTeM (KelinmH oocnemoBain 6osee 100
pa3JIMUHBIX BUIOB XMBOTHBIX U pacTeHuit). K cepenu-
He 30-X ToI0B CTaJIo SICHO, YTO OKUCJIEHUE OpraHUYeC-
Kux kucaot (SH,) Kucaoponom B TKaHAX MOXET OBITh
OIMHUCAHO CIEAYIOLIEH CXEMOI:
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K cepenune 50-x rogoB BBISICHWIOCH, YTO HEKOTO-
pble JeruaporeHasbl, uToXpombl KeitnHa u apixa-
TeJbHBI (depMeHT BapOypra (mpIxareiabHasl 1LIeTlb)
MTPOYHO CBSI3aHBI C BHYTPEHHUMU MeMOpaHaMu MUTO-
xoHzapuii. B 60-x rogax JI. Ipun (D. Green) ¢ coTpya-
Hukamu B CIIIA pa3paboTan MeToAbI pa3nesieHusl, BbI-
NIeJIEHUST 1 OUMCTKU KOMITOHEHTOB IbIXaTeIbHOM LIETH.
Ve K koHLy 30-x ronoB 6;1aroaapst paboram B.A. DH-
resbrapara, B.A. benuuepa u I Kanbkapa (H. Kalckar)
Oblla YCTAaHOBJICHA TeCHasl CBSI3b MEXIY IMpolieccaMmu
OKHUCJICHMS (ITOMIOIIEHNEe KMCI0POoaa) 1 00pa30BaHMST
ATP (bochopunupoBanue). I[lpupona atoii cBsI3u (co-
NpsEKeHUe ABYX MPOLIECCOB), obecreunBaronieil rias-
HBII CyMMapHBI# TIpoliecc OMO3HEPTETUKN — OKUCIIU -
TeapHOe (ochopuampoBaHUe, OCTaBalach 3aragkoit
BIUIOTH 10 60-x rogoB, koraa I1. Muruenn (P. Mitchell)
OMyOJIMKOBAJI TUIOTE3Y O XEMUOCMOTUYECKOM COTIPSI-
>KEHUM, CTABIIYIO CITYCTSI IPUMEPHO IBaAlATh JIET 00-
IIETIPUHSATOM TEOpHEii.

AObIXATENIbHAA LEMNb U EE KOMMOHEHTbDI

PaccMmoTpuM Gosiee AeTalbHO YCTPONUCTBO OTAETb-
HBIX OJIOKOB CXeMBbI, M300paxkeHHO! Bbie. [Ipexme
YeM 3TO cfeliaTh, HEOOXOIUMBI HECKOJIBKO TIpeIBapy -
TETBHBIX 3aMedaHuit. 1o cux mop Mpu OTIMCaHUM TPO-
1iecca BHYTPUKIIETOUHOTO NbIXaHUsI TOBOPUJIOCH, YTO
KHUCJIOPOJ] pacXOIyeTcsl Ha OKUCIIEHUE OrpaHUYEHHOTO
Yycia OpraHUYeCKUX COeIMHEHUI, 0OPa3yIOIIUXCsT U3
MPOAYKTOB NMHUTaHMs. B XMBBIX cucTeMax Haubolee
pacTipocTpaHeHbl CEAyIONINe XUMUIECKUE TPYIIIU-
POBKM, TIOJBEPTAIOILUECH OKUCIEHUIO':
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(WM asberun)

! TIpuBeneHHBIE IPUMEPHI, KOHEUHO, HE UCYEPIIBIBAIOT BCETO
MHOTo00pa3ust OKHUCIWUTEIbHBIX PEaKIWii, MPOTEKAIOINUX B
kiieTkax. OKUCIIEHUIO TIOABEPraloTCsl TakKKe aMUHOTPYIIITHI,
cepocoiepKaline COeAMHEHUs, MOHBI TIEPEXOAHBIX METAJLIIOB
u 11p. OgHAaKO HAaUOOJIBIINIA BKJIA B OOIIYIO SHEPTETUKY KIIe-
TOK MJIEKOTTUTAIOIIMX BHOCUT OKUCJIEHUE YIJIEPOAHBIX aTOMOB.
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Anbaerun Kucnora
(B BOITHOM PacTBOpE)

Bo Bcex nMpuBeaeHHBIX MPUMepax OKUCIEHUE MOXK-
HO paccMaTpuBaTh Kak OTIIEIJIEHUE JBYX aTOMOB BO-
Iopoja, KaxXablii U3 KOTOPBIX COCTOMT M3 MPOTOHA U
ayiekTpoHa. [IpoToH B BOMHOM pacTBOpE CYILECTBYET B
Buzie KatoHa H*, u, eciim Ha BpeMs 3a0bITh 00 3J1EK-
TpOHAX, Kax/aasi U3 MPUBENEHHBIX BbIIIEC peakinii Oy-
JIET COMPOBOXAATHCS 3aKUCICHUEM CPeIbl. DIEKTPOHBI
B CBOOOIHOM BHJE B BOAHOM PAacTBOPE CYIIECTBOBAThH
He MOTYT, TO3TOMY JUTSI TPOTEKAHUSI 3TUX peaKIIii 0e-
KM-KaTaJM3aToOpbl IOJKHBI COAepKaTh JIOBYIIKY IS
2JIEKTPOHOB. B KauecTBe Takoi JIOBYIIIKU B (hepMeHTaX-
JIeruaporeHas3ax ciayxaT OTHOCUTEIbHO HeOobIue (110
CPaBHEHHUIO C pa3MepoM OEJIKOB) OpraHuyeckue Wu
HeopraHM4YeCcKUe MOJIEKYJIbl UJIA aTOMbI pa3HOM XUMU-
YeCKOM MpUPOAbl. DTU MOJEKYJIbI TIPUHSITO Ha3bIBaTh
KodakTopaMu WM MPOCTETUYECKMMU rpymnmamu. Ta-
KM 00pa3oM, 110001 6eI0K, KaTaTu3UPYIOIINA OKKC-
JINTETbHO-BOCCTAHOBUTEILHYIO PEaKINIO, COICPKUT
KodaKTOp, CIIOCOOHEIN K 00paTUMOMY OKMCIUTEIBHO-
BOCCTAaHOBUTEJILHOMY TpeBpalieHuto. Ecte u apyras,
HEe MeHee BaxkHasi pojib KodakTtopoB. Eciin B KieTke B
CBOOOIHOM, HE CBS3aHHOM C O€JIKOM COCTOSIHUM TIPU-
CYTCTBYET Kakasi-JIM0o MoJieKyaa KodakTopa B JIO-
CTaTOYHOM KOJIMYECTBE, TO aTOMbI BOAOPOJA, OTLIET-
JITI0IIMecsl OT OpraHUYecKUX MOJIeKYJ B pe3yJibTaTe
NEeWCTBUS AeTUIPOTeHa3, MOTYT ObITh 3aIaceHbl B BUIE
BOCCTaHOBJIEHHO (DOpMBbI KO(aKTOpa. DTO TOCTUTACTCS
MO0 3aMEHOI BOCCTAaHOBJIEHHOM (hOPMBbI CBSI3aHHOTO C
depmeHTOM Ko(aKTOpa Ha €ro OKMCICHHYI0 (hOpMY, JTv-
00 OKHCIICHHMEM CBSI3aHHOTO KO(aKTopa CBOOOIHBIM.
CyIecTBYIOT HECKOJIBKO TUIIOB CBOOOIHBIX KODAKTO-
poB. B KauecTBe OCHOBHOTO CIIYXXMT MOJIEKYJIa JOCTa-
TOYHO CJIOKHOTO XMMUYECKOTO CTPOECHUs, HOCSIIas,
COTJIacCHO TIPUHATON OMOXMMUKAMU HOMEHKJIAType,
Ha3BaHWe HUKOTMHAMUIAACHUHAMHYKIEOTU (COKpa-
meHHo NAD), okucieHHast ¢popmMa KOTOPOro mokasa-
Ha HUXKe:

NH, I
C
% |
N+
WH C—O—P O—P— G CH

OH OH OH OH

Konnekropom atoMoB Bogopoa (ITpOTOHOB U 3JI€K-
TPOHOB) B MoJieKyjie NAD™ ClIyXUT TOJIBKO HEGOIbIIAL
€e 4yacTb:
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2+H+

B npoiiecce BoccTaHOBIEHUST UCXOJHO OKMCIEHHAS
moJiekyiaa NAD (o6o3nauaror NAD™, 1o 3apsimy yyact-
BYIOIIIE B peaKIIUW TPYIIITbI) TPUHUMAET Ba SJIEKTPO-
Ha ¥ OAMH IPOTOH. B rpyOoM mpuOIMKeHUU MOXKHO
CUYUTATh, YTO BCE OKUCIUTENbHbIE PEAKIIUU, KAaTaTU3M-
pyeMble IeruporeHa3aMu, IPUBOIST K YHUBEpCcaIn3a-
IIMM OTIIETUIEHHBIX aTOMOB BOJIOPOJIA 1 3aITacaHuIo UX
B Buze NADH. NAD* 1 NADH X0opo11o pacTBOPUMEI
B BOJIE M TPUCYTCTBYIOT B 3HAYUTEJbHbBIX KOJIMYECTBAX
B LMTOIJIa3ME Y MUTOXOHAPUSIX. JlbIXxaTenbHasl 1IEllb,
COCTOSIIAs U3 HECKOJIBKUX (PEpMEHTOB, IMPOYHO CBSI-
3aHHBIX C BHYTPEHHE MeMOpaHOil MUTOXOHIPUIA, OCYy-
LIECTB/ISIET OKUCJAeHrue MUToxoHApuaibHoro NADH
KHCJIOPOJOM:

NADH 1/20, + 2H

JlpixaTenbHasi Uenb

2e

H* + NAD* H,0

B npucyTcTBUM KUCIOpOoaa ABa 3JIEKTPOHA B MoJIe-
kyne NADH crtpemsiTcs nepeiiTu K MoeKyJie KUcaopo-
I1a, ¥ TAaKOM TIepexo/l COTTPOBOXKIAETCSI OCBOOOKIEHUEM
sHepruu. BoccranosneHnHas ¢opma NADH ycroiiunBa
u 6e3 (hepMEeHTOB He OKUCJIsIeTCs KucaopoaoMm. “Bomo-
pon” (mBa ayeKTpoHaA U MPOTOH) B Mojiekyie NADH
TaK Xe XMUMUYeCKH YCTOMUNB, KaK XMMUIEeCKH MHEPTEH
ra3zoo0pasHblii Bonopon (H,) B cMecu ¢ razoo0pasHbIM
kucioponoM (0O,). Takast cMech, OIHAaKO, U3BECTHA O,
Ha3BaHUEM “TpeMydyuii ra3”, W JIOCTaTOYHO MCKDBHI,
YTOOBI IPOU3OIIIE] B3PBIB — MTHOBEHHOE 00pa30oBaHKe
BOJIbI, COMPOBOXIAIOIIEECS] OTPOMHBIM BbIIEICHUEM
SHEpPrMy B BUAE TeIlia. 3amada, crosias neped dep-
MEHTAaMM JbIXaTeJbHON IIeMU, TaKoBa: HEOOXOIUMO
MPOBECTH B3PHIB TaK, YUTOOLI OCBOOOXKAAIOIIASICS IHEP-
rusi OblIa 3araceHa B (hopMe, IPUTOTHOM ISl COBEpIlIe-
Hus paboTbl — cuHTe3a ATP. YMecTHO MoguyepKHYTh,
YTO (PepMEHTHI IbIXaTeJIbHOMN 1T 3aMeuaTeNIbHBI He
CTOJIbKO T€M, UTO OHM, KaK 1 BCSIKUE APYrue KaTaausa-
TOPBI, YBEJIMYMBAIOT CKOPOCTh XMMUYECKON peakiuu
(MHOTHME OKHUCIUTEIbHO-BOCCTAHOBUTEIbHBIC PeaKIIUU
MTHOBEHHO ITPOTEKAIOT B BOTHBIX pacTBOpax 1 6e3 tdep-
MEHTOB), CKOJIbKO TeM, YTO OHU YIOPSA0OYSHHO Tepe-
HOCST 3JIEKTPOHBI OT OAHOTO KOMITOHEHTA K Ipyromy (B
KOHEYHOM CYeTe Ha KUCJIOPOI), TOCTETIEHHO MOHMXKas
MOTEHIMAaN “Boaoponaa” U 3aracasi 3Hepruio.
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K KHUCJIOPOY, OCTaBJIsisl TIOKAa B CTOPOHE SHEPIeTHUKY
atoro npoiiecca. CyMMapHblil mpoliecc pa3ouT Ha Tpu
CTamuM, Kaxmas M3 KOTOPBIX KaTaJu3UPYeTCs Tpemst
JIMTIONIPOTEUAHBIMU KOMILJIEKCAMU, BCTPOEHHBIMU BO
BHYTPEHHIOI0 MEMOpaHy MUTOXOHApUI. Kaxnbiit KoM-
mwiekc (1, III u IV) npencraBisieT coboit BecbMa KpyIi-
Hoe o0pa3oBaHue, TOCTPOEHHOE M3 MHOTUX MOJIAMET -
TUOHBIX Lereir. Komruteke I, Hampumep, cocTouTt u3
6osee yem 40 Takux uenei (CyobenUHUI) U UMEET MO-
JIEKYJISIpHYIO Maccy okouto 1 MutH. KoMIuieKcsl IiaBaioT
B (ochOIUNIUIHOM MOpPE MEMOPAHEBI, TaK YTO BEPXYIII-
KA U THO 3TUX aiicOeproB KOHTAKTUPYIOT ¢ BOAHBIMU
¢azaMu MaTpuKca U MeXXMeMOpPaHHOIO IIPOCTPaHCTBA
muToxoHapuii (puc. 1). Kuakas nunuaHast (paza paspe-
maeT AByMepHYIo TudGy3nio KOMITIEKCOB B TIIIOCKOCTH
MeMOpaHbl, TaK YTO KOMILUIEKCHl MOIYT BCTpEYaThCsl
MeXIy coboit. Kaxkmblit KOMITIIEKC KaTaTu3upyeT OKHC-
JINTEIbHO-BOCCTAHOBUTENBHYIO PEaKIMI0 — TepPeHoC
9JIEKTPOHOB U, CJIEAOBATENbHO, KaK YXe OTMEYaIoCh,
CONIEPKUT B CBOEM COCTaBe MPOCTETUYECKUE TPYIIIIHI,
CrnocoOHbIe TTPUHUMATh W OTAABaTh 3JIEKTPOHBI. DTHU
TPYIITBI TIPEACTaBJIEHBI pa3HOOOPa3HBIM HabOPOM XM-
muueckux ctpyktyp. Komrmiekc I comepxut B cBoemM
cocraBe (yaBuH (TIPOM3BOJHOE BUTaMMHA pubodiia-
BuUHA) U Oojee 20 aTOMOB XeJjie3a, YIaKOBaHHBIX B
KJIETKHU, IIOCTpOeHHbIe 13 aToMOB cepbl. Komrurexc 111
CONIEPKUT XKeJIe30 Kak B CEPHBIX KJIeTKaX, TaK U B BUJIE
KOMILIEKCOB € MOpOUPUHAMU — CIIOXKHBIMU TeTepo-
LMKINIECKUMM MOJIEKYyJIaMU, COAepKaIlluMU YeThipe
aToma a3oTa. Takue KOMIUIEKChl Ha3bIBAIOTCSl TeMaMHu,
a KOMIUIEKCHI TeMOB C TMOJMIENTUIHBIMUA LIETISIMU —
uroxpoMaMu. B cocraB komriutekca IV (npIxaTenbHbIN
depmeHT BapOypra, muToxpoMokcuiasa) mToMUMO JIBYX
pPa3IMIHBIX TeMOB BXOJST HECKOJBKO aTOMOB MEIH,
MPOYHO CBSI3aHHBIX ¢ OenkoM. Kpome aTmx Tpex ru-
TaHTCKUX 00pa30BaHMII B COCTaB IbIXaTeJbHOMN IIeTIH
BXOJST elle ABa KoMmoHeHTa. OIMH U3 HUX — HEOOIb-
1o¥ 6esiok (MosieKyJsipHasl Macca okosio 13 ThIc.), co-
JepKalluii KOBAJIEHTHO CBSI3aHHbIN I'eéM — LIMTOXPOM C.

MaTtpukc

NAD* + H*

NADH

MexmemMOpaHHOEe NPOCTPaHCTBO

Jpyroii — HepacTBOpUMOE B BoJIie “XKMUPHOe” coemmHe-
HHUE — YOMXWUHOH, CITOCOOHOE BBIITOIHSITE B THIPO(06-
HOI1 (pa3ze MeMOpaHBI TaKylO Ke (QYHKIINIO, KaKYIO BbI-
noyiHsseT NAD B BOTHOM OKPY>KeHWU LIUTOILIa3Mbl WA
MaTpUKca MUTOXOHAPHI, — 3artacaTh aTOMbI BOJOPO/IA:

H,C-O CH,
CH_ _CH;yH +H +& —
H,C-O CH, \(F A
O CH,
%(—/
R
YouxuHoH (Q)

(okucneHHast hopMma)

*OH
H,C-O CH,
—> +H" +e —

H,C-0" Y "R

Youcemuxutnon ("QH)
("monyBoccTaHOBJIeHHas " (hopma)

H
H,C—-O CH,

H.C-O R
OH

Youxunon (QH,)
(BoccTaHOBJIEHHAsK (hopma)

VYouxuHoH (KaK OKMCJIEHHBIN, TaK ¥ BOCCTaHOB-
JIEHHBI) COBEPLIEHHO HEPACTBOPUM B BOJI€, HO XOPO-
110 PacCTBOPSIETCSI B CpeJlaX ¢ HU3KON NU3JIeKTpUIec-
KOI MOCTOSTHHOM (“>XupHble” cpenbl). JMMHHBIN XBOCT
yOMXWHOHA, TO-BUAUMOMY, BBITSIHYT B IIJIOCKOCTHU

Puc. 1. CTpykTypHas opraHu-
3aunMst KOMMNOHEHTOB AbIXaTesb-
HOW Lenn — npeobpasoBaTtenem
aHeprun. Kaxapein komnnekc (I,
2H,0 lIl, IV) obpaszosaH MHOrMMuK no-

mMnenTuaHeiMn uensmu. MpocT-

— PaHCTBO Hapj, OBOVHbIM docdo-
( BHyTpeHHsAs
MembpaHa

NIMNUAHBLIM CNoemM, 0603HaYeH-
HbIM XENTbIM LIBETOM, — MaTPUKC
MUTOXOHAPWIA, MO, HUM — MeX-
MeMbpaHHOe  MPOCTPaHCTBO.
HebonbLuoin 6enok UMToxXpom ¢
(0603HaA4YeHO C) B OKMCIIEHHOM
COCTOSIHUM 0Opa3yeT KOMMNeKC
c komnnekcom lll, a B BOCCTa-
HOBJIEHHOM — C KOMriekcom IV.
B pononHeHwe kK nepe4vvcneH-
HbIM KOMIMJEKcaM BHYTPEHHSs

02

MembpaHa MUTOXOHAPUIA COAEPXUT eLle HECKONIbKO KOMMOHEHTOB AblXaTeslbHOl Lienu, B 4aCTHOCTM KoMmmnekc Il — dep-
MEHT, OKUCNSIOLLIMI aHWOH SHTaPHOM KUCSIOTbl YOUXMHOHOM. DTOT KOMIMJIEKC He IBNIieTCs, oaHako, npeobpasosaresiem
3HEeprun B TOM CMbICJ1E, Kak 3TO 06CYXXAAeTCs B HACTOSALLEN CTaTbe, U MO3ITOMY UCKJTIOYEH U3 AaNbHEelLLIero paccMoTpPeHNs
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ruapocdoOHOro ciaosi MeMOpaHBI, a aKTUBHasl TOJIOBA
MOXET pacIoyiaraTthes MO0 B TOH Ke TIIOCKOCTH, JTMOO
MIPUOIMKATHCS K MOBEPXHOCTIM MeMOpaHbI, KOHTaK-
TUPYIOLIMM C BOAHbIMU dazamu. BaxHoe CBOICTBO
yOUXUHOHA, KOTOPOE MOHAJ00UTCSI HaM MpU NaibHel -
IeM pacCMOTPEHUM, COCTOUT B TOM, YTO €ro ToJioBa
MOXeT BOCCTAHABJIMBATbCA CTYINEHYATO, TPUHUMAS
MOCJIeI0BATEIbHO 0 OMHOMY 3JIEKTPOHY (U MPOTOHY).
ITpu 5TOM BO3HUKAET MOJyBOCCTAaHOBIEHHAs1 hopma —
yOMCEeMUXINHOH.

IlepBast ctamusa oxucienuss NADH xaraimmsupyer-
¢ KOMIUIEKCOM I, ouH aKTMBHBIN IIEHTP KOTOPOTO
KOHTaKTUpYeT C BOIHOI (a3oil MaTpukca (BHyTpEeHHEe
MPOCTPAaHCTBO MUTOXOHIpHWii) U cBs3biBaeT NADH.
JBa anextpoHa, ormeruieHHbie oT NADH, nyremect-
BYIOT TI0 OKMCJIUTETbHO-BOCCTAHOBUTEILHBIM KOMITO-
HEeHTaM KoMIIeKca | 1 B KOHEeYHOM cueTe MomanaloT Ha
YOUXUHOH, KOTOPBII CBSI3bIBAETCS C IPYTUM aKTUBHBIM
LIEHTPOM, PaCIOJIOXKEHHBIM BHYTpM ruapodoOHoii ¢a-
36l MeMOpaHBI. B pe3ybraTe TPpOMCXOANT peaKIiyst

Kommnekc I
H* + 2e

— NAD" + YouxuHou,

NADH + H" + YouxuHoH

B XOJIe KOTOPO¥ 2JIEKTPOHBI U3 BOIHOTO OKPYXKEHUS (B
moiekyine NADH) momamarot B “xxupHyio” a3y MemO-
paHbl (MoJieKyJa yOMXMHOJA). DHEPreTUYecKuili Io-
TeHLMa (3amac SHePruK) aToMoB Bogopoaa (H™ + 2e)
B MOJIEKyJle YOMXMHOJIA CYILIECTBEHHO HUXeE, YeM B MO-
nexyne NADH, 1 B pe3ynbrare peakiiny 0CBOOOXKIACTCS
sHeprus. Eciiv Obl Tako# MPoLIeCcC IIPOXOINII B TOMOI€H -
HOM pacTBOpe (He3aBUCUMO OT TOTO, KaTaTM3UPOBAJICS
ObI OH KOMILJIEKCOM | WJIM CTTOHTaHHO), TO SHEPTHUSI BbI-
nenviach 0b1 B BUIe Teruta. Ha camoM nene sHeprus pe-
aKIIMM 3aracaercsi, HO 00 3TOM ITO3Xe.

BoccraHoBneHnHbIil yOMXUHOH (YOMXWHOJ) OTHACT
9JIEKTPOHBI 13 TuapodoOHOI a3kl B BOTHOE OKpPYXKe-
HUE — Ha aTOM 3KeJjie3a TeMa LIMTOXpoMa ¢. DTOT Mpo-
1ecc Karanusupyercsi komriekcoM I (mpu aTom anex-
TPOHBI IMYTEHISCTBYIOT IO aTOMaM 3Xeje3a B COCTaBe
KOMITOHEHTOB KOMILIEKCa):

Komruteke 11
VYouxuHol + 2 IUTOXPOM ¢ — =

(KeJ1e30 OKUCIIEHO)

— YouxuHoH + 2 uuroxpom c + 2H*
(KeJ1e30 BOCCTAHOBJIEHO)

DHepreTUYeCKUil MOTEHIMaI JIEKTPOHOB (Terepb
B LIMTOXPOME €) CTAHOBUTCS elle Huke. OKUCIeHHBI
LIMTOXPOM ¢ XOPOIIIO CBsI3bIBaeTcs ¢ Komruiekcom 111, a
BOCCTaHOBJICHHBIN — ¢ KoMIIeKcoM IV. D10 o3Hauaer,
yto Komiuiekcol 111 u IV ymeror paznuyarh O6eJ1KOBbIE
MOJIEKYJIbl OKUCJIEHHOTO U BOCCTAaHOBJIEGHHOTO 1IUTO-
XpoMa ¢ (MoJieKyJIsipHasi Mmacca okosio 13 ThIC.), OT/IHU-
Yaromnimecs: Ipyr OT Ipyra BCETO Ha OOUH JIEKTPOH, —
SIPKUI1 TPUMED TOTO, YTO CBSI3bIBAHKME MAJIOTO IO pa3-
Mepy JuraHaa (B JaHHOM CTydae 3JIEKTPOHa) CIIOCOOHO
MPUBOINUTH K UI3MEHEHUIO KOH(DopMaliuu Oeska!

BVHOIPAAOB A.l. NIPEOBPA3OBAHUE SHEPIMU B MUTOXOHAPUAX

IMocnenHsist cragust (Terepb B peakidio TbIXaHUS
BCTyMaeT COOCTBEHHO KUCIIOPO) KaTATU3UPYETCST KOM-
iekcoMm IV:

K v
4 muToxpoM ¢ + O, + 4H" + "IN

(KeJ1e30 BOCCTaHOBJIEHO)

— 4 nuroxpom ¢ + H,0,

(3KeNIe30 OKUCIIEHO)

U BJIEKTPOHBI, PO/ 110 aTOMaM XeJie3a U MeIu B CO-
craBe KoMmIUiekca IV, momanmaior, HakKoHell, Ha KMCJIO-
pOIl, CBSI3BIBAIOIIMIICS B aKTMBHOM LIEHTPE LIUTOXPO-
MOKCHJIA3bl, YTO TMIPUBOIUT K 00pa30BaHUIO BOJIHI.

CyMMapHasi peakuusi, KaTaIu3upyemasl AbIxaTesb-
HOI 1Ienblo, TaAKUM 00pa3oM COCTOUT B OKMCICHUU
NADH kucnoponaom, TpuBOAsIeM K 00pa3oBaHUIO
H,0. OHepretnyeckuii NOTeHLMAN 3JIEKTPOHOB B
NADH, xoTopblili Mo 3amacy 3HEepruu CyIlecCTBEHHO
0oJibllIe, YeM Jaxe B MOJIeKyJie BOMOPOia, OKa3bIBaeTCs
TUTABHO CITYIIIEHHBIM /10 CTAOUJIBHOTO COCTOSIHUSI B MO-
siexkyne Boabl. [Ipu aToM ocBOOOXIaeTCs SHEPTHUS, 10~
CTaTOYHas I CUHTE3a MO0 KpaHel Mepe Tpex MoJie-
KyJ1 ATP Ha Kaxmyto mapy 3JeKTpOHOB, IEPEHECEHHBIX
ot NADH x xuciopomy.

XEMWOCMOTUYECKUIA MEXAHU3M
SANACAHUA SHEPTUU ObIXAHUA

Yurareab HaBepHsIKa 00paTWJl BHUMaHWE Ha TO, UTO
NP PaCCMOTPEHUN OKUCIUTETHbHO-BOCCTAHOBUTEb-
HBIX peakiuii (COOCTBEHHO OOMEH 3JIEKTpOHAaMU) B
YPaBHEHMUSIX, ONMMCHIBAIOIIUX 3TU PEeaKIIUU, TTOCTOSTHHO
¢urypupoBasa apyras 3apsoKkeHHasi YyacTUIla — UOH BO-
nopoaa, nporoH (H). Dror 3HaMeHaTenbHBINA (axr,
KaK 0Ka3ajoch, UMeET MPUHIUMUAIbHOE 3HAaUEHUE TSI
TTOHUMAaHUSI COTIPSKEHUST MEXIY OKMCIMTEJIbHO-BOC-
CTAHOBUTENIBHBIMU pPeaKIMsIMU U 3armacaHueM OCBO-
Goxxmaroreiics pu 3ToM 3Hepruu. Ha Bo3MOXHOCTb
CO3/1aBaTh BHICOKME KOHIIEHTpaLuu noHos H' B kier-
Kax TpHU TMPOTEeKAaHUU peaklUU OKHCJIEHUSI BIEPBBIC,
MO-BUANMOMY, oOpaTwiu BHUMaHue B 50-x ronax P. [1o-
Buc (R. Davies), A. Orcton (A. Ogston) u }0. Konseit
(E. Konway) nipu o0GCcyXaeHuM BOIIpoca O MEXaHU3Me
CeKpeLMU KUCIOThI KJIeTKaMU xenyaka. Eciu npencra-
BUTH ce0Oe, YTO peakiiuu, O KOTOPHIX 1ILJIa pedb, ITpoTe-
KalOT TaK, 4TO B3JEKTPOHBI yHAISIOTCS M3 pacTBopa,
OKHCJIEHME 110001 OpraHnYeCKO MOJIEKYJIbl IPUBEAET
K TIOSIBJIEHUIO B 3TOM pacTBope MOHOB Bojopona (pH
pacTBOpa TOHU3UTCS, TTOBBICUTCS KUCIOTHOCTh PacT-
Bopa). I1. Mutuenn B 1961 romy mpeanoXuia Uaew xe-
MHOCMOTUYECKOTO 3HEPreTUYEeCKOTO COMPSDKEHUST B
nbIxaTeabHoU mernu. Iloxanyit, Haubonee CylecTBeH-
HBI JUISI TIOHUMaHUSI MPUHIIUIIA XeMUOCMOTUYECKOTO
COTPSIKEHUST CIICAYIOIINE TTOJIOXKEHUST.

1. BHyTpeHHSs1s1 MeMOpaHa MUTOXOHIPUA, Tie TIPO-
HCXOMST OKUCIIUTETbHO-BOCCTAHOBUTEIbHBIC PEaKIINU
IBIXaHWs, HEMpOHMIaeMa Uig MoHoB Bogopoxa (HY)
(TouHee, TPOTOH nUbGYHIUPYET Yepe3 NBOiHOI ¢oc-
onunuaHbIN CJION OYeHb MEIJIEHHO 10 CPABHEHUIO CO
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CKOPOCTBIO MOTpebieHusT Kuciaopoaa). B To xxe Bpems
MeMOpaHBI XOPOIIIO MTPOHUIIAEMBI IS BOBI U G1arona-
pst saekTponuTuyeckoi auccounaru H,O =—= H' +
+ OH™ 3anmac npoTOHOB B BOJHBIX pacTBOpax Heorpa-
HUYECH.

2. BHyTpeHHs1s1 MeMOpaHa MUTOXOHIPUI aCUMMET-
pUYHA: OJHU KOMIIOHEHTBI JbIXaTEJIbHOW LIENMU KOH-
TaKTUPYIOT C MATPUKCOM (HarIpuMep, aKTUBHBIN LIEHTP
KoMmIiekca 1), mpyrue pacronoXeHbl BHyTpY MeMOpa-
HBI (HampuMmep, YOMXUHOH), TPeTbU KOHTAaKTUPYIOT C
MeXMeMOpPaHHBIM MPOCTPAHCTBOM (HampUMep, LIUTO-
XpOM C).

3. Pa3pyiieHne MemMOpaHbl He MIPETSITCTBYET OKMC-
nenuto NADH kucnoponom, a gaxe ycKopsieT AbIxa-
Hue. DHepreTuyeckoe conpsikeHue (cuHre3 ATP) npu
9TOM TMOJHOCTBIO TIPEKPAIaeTCs: TPOUCXOAUT pa3o0-
1LIEH1E TTPOLIECCOB MEePeHOca 3JEKTPOHOB U 3aracaHus
sHepruu. [ist pazobuieHus1 Heo0s13aTebHO MOJTHOCTBIO
paspyuiatb MeMOpaHy — JOCTaTOYHO, COXpaHsis ee
CTPYKTYpY, 100aBUTh BEILIECTBA, PE3KO TMOBBIIIAIOIINE
TMPOHULIAeMOCTb MEMOpPaHBI JJ151 TPOTOHA.

Jjis1 TOrO 4TOOBI MOHSITh MPUHIIAM XEMUOCMOTHYE-
CKOTO COTIPSTKEHUS, TIPeTOXKEHHBIM MUTYEIOM, BOC-
MOJIb3YEMCST PACCMOTPEHUEM XUMHMUECKOTO FeHepaTopa
9JIEKTpUYECTBa, MPUMEHsIIolerocsl B Texuuke. [Ipen-
CTaBUM cebe cocyl, pa3/ieJIeHHbII EPEropoaKo, Mpo-
HUIIAEMO TSI BOIBI M HETTPOHUIIAEMOM TSI KAKUX OBl
TO HM OBLIO MOHOB (puc. 2). B meperopoaky BMOHTHPO-
BaH MPOBOJHUK dJIeKTpUYecTBa — Metau (M), Topuo-
BbI€ [TOBEPXHOCTU KOTOPOTro, oOpallleHHbIe OfHA B Jie-
BBIM, a JApyras B MpaBblii OTCEK COCYyAa, IMOKPBITHI
KaKUM-HUOYIb XUMUYECKUMM KaTajlu3aToOpoM (MEIKO

Puc. 2. Cxema ycTporcTBa TOMJIMBHOIO 3N1EMEHTA.
O6bsICHEHWE CM. B TekcTe. Peakunm okMcneHuns Bo-
[0poJa 1 BOCCTaHOBNEHMS KNCIOPOAA Ha CaMoM ie-
1€ 3HAYNTEJSIbHO CII0XKHEE, YEM 3TO NOKa3aHO Ha Cxe-
Me: nepBas NpeacTasnseT cobon no kpariHen mepe
TpexcTaguiiHblii, a BTopas — NATUCTAANNHBIA SNEKT-
POXMMUYECKUIN NPOLLECC

JMVCTIEpTUpOBaHHAas TIaTMHA, HUKeJb). OCylIecTBUM
TeTephb MoAavy K JIEBOW MTOBEPXHOCTH METAJUTMUECKOTO
nposonHuka Bopopona (H,), a k mpasoii kuciopona
(O,). Curyalust aHaJIOTMYHA TOi, KOTOpasi CO3aeTcs B
rpeMydem rase (CMecu KMCaopoJa U BOIOpoa), OfHa-
KO MEXIy pearupyiolrMu MOJEKyJaMd BO3MOXKEH
TOJIBKO 3JIEKTPOHHBINM KOHTAaKT (32 CUET MeTaJuInyec-
KOTO MPOBOAHMKA). B pe3ysnbTaTe TEMI0BOro NIBUXKEHUS
U IeWCTBYS KaTaJan3aTopa Ha JIEBOW TTOBEPXHOCTH IPO-
BOIHMKA OyzeT mpoucxonuth peakims H, — 2H" +
+ 2@&. IIporonsl (2H") ocTaHyTCca B pacTBOpE (IIEpero-
polika HeMpOHHUIIaeMa JIJIsi MOHOB). DJIEKTPOHBI OTIpa-
BSITCSI TTO MIPOBOJHUKY K IMPaBOi MOBEPXHOCTH, Te TIPU
BCTpeue ¢ aKTMBUPOBAHHBIM Ha MPaBOl TTOBEPXHOCTH
KHCJIOPOJIOM MTPOU30MAET peaKilus

(13 BOIHOTO pacTBOpa,
B pe3yJibraTe —
JIMCCOLIMALIM BOJIbI)

(aTomMapHbIit _
O “wicnopon) T 28+ 2H"

—= H,0 + OH"

CyMMapHbIii TIpOIIeCC TaKOTo KOHTPOJMPYEMOTO
OKMCJICHUST BOIOPpOa KMUCIOPOIoM (06pa3oBaHMe BOJIBI)
TIPUBENET K TOMY, UTO MEePEropoKa OKaxeTcsl IEeKTPU-
YEeCKM 3apsKeHHOM (Ba OTpUILIATE/IBbHBIX 3apsiaa clieBa
TepeHeceHbl HAaITPaBO) U BOBHUKHET Pa3HUIlA KOHIIEHT-
paIuii MOHOB BOJOPOJIA B 000MX OTCEKax STICUKU: clieBa
nogsutcd kuciora (H), a ciipaa — mesnous (OH)

AE = AR« =
DHeprus Pa3zHocTb
OKMCJIUTETbHO- 3JIEKTPOXUMUYECKUX
BOCCTaHOBUTEJIbHOIA MOTEHIIMAIIOB
peakuuu HMOHOB BOIOpPOIA

DHeprust pa3HULbI
KHCJIOTHOCTH B
Pa3HbIX OTCEKaX STYEUKU

__ DJeKTpuYecKuii 4
~ notenuman (Ag)

IlepBolii WwieH NpaBoii YaCTU PaBeHCTBA, OMMChIBa-
IOLLETo HepreTuyeckuii 6ananc peakuuu (AW), — anek-
TpUYecKasl COCTABJISIIONIAsI 3alTaCEHHON 9HEPTUU, BTO-
poit — ocmotuueckas. OueBUAHO, UTO, MOCJIE TOTO KakK
neperopoaka 3apsiautes (ciaesa +, cripaBa —), IPoLECC
MPEKPATUTCS] — JIEKTPOHBI HE MTOOETYT MO MPOBOJHUKY
MPOTUB BJIEKTpUYecKoro nojsi. Ecnu 3apsin Ha mepero-
ponKe CHUMATh (MOAKIIOYUTD YCTPOMCTBO, MMOTPEOIISIIO-
1ee 3JIeKTPUYECKYI0 HEPTUIo, HalpUMep JIAMIIOUKY),
TO OKHUCJIEHUE MPOJOJIKUTCS, & TOPEHUE JJaMIIOUKU Oy-
JIET COTPOBOXKIATHCS HAKOIUIEHWEM KUCJIOTHI ClieBa U
esoYn crnpaBa. MOXHO pacxonoBaTh 3araceHHYo
SHEPTUIO (AﬂH+) W TIO-APYTOMY: YCTPOUTD B MIEPErOpOA-
K€ KaHaJbl U1 MPOTOHOB. B 3TOM ciydae 3a cyer Toka
MPOTOHOB CJIeBa HAMpaBO TaKXKe MOXHO OyIeT COBEp-
math padoty. UMeHHO Tak (3a cueT TOKa IIPOTOHOB) YCT-
poeHa MOJIEKYJIsIpHas MalllHa, cuHTe3upyoias ATP.

KOMMOHEHTbI AbIXATENIbHOW LIENU -
TPAHCJIOKATOPbI MPOTOHOB

Kaxplii 13 Tpex KOMIUIEKCOB, COCTABJISIIOIINX IbIXa-
TEJIbHYIO 1IeTTh, paboTaeT TaK, YTO MEepeHOC JIEKTPOHOB
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MO ero KOMIIOHEHTaM — MPOCTETUYECKUM Tpynmnam —
COIPOBOX/IAETCs TIEPEHOCOM MPOTOHOB Yepe3 COMpsi-
raiouryto MmemopaHy. Bo3Hukaer Bompoc: Kak XeMHocC-
MOTUYECKUII MNPUHLMUIT COMNPSDKEHUSI peaju3oBaH B
OEJIKOBBIX KOHCTPYKIHMSIX KOMIUIEKCOB AbIXaTeIbHOM
uenu? B mpuHIMIE BO3MOXHBI IBa BapuUaHTa TaKuX
KOHCTpyKuMit. [1epBbIii, B KauecTBe TUIIOTE3bI MPEJIO-
KeHHbI [1. MuTtyesuioM mojaydyusl Ha3BaHUE OKMCIU-
TeJIbHO-BOCCTAHOBUTEbHOI MeTin. CxeMaTUuecKu Ta-
KO MexaHu3M u300paxkeH Ha puc. 3. Jlerko BUOeTb,
YTO 3TOT MEXaHWU3M AHAJIOTUYEH TOMY, KOTOPBII MBI
paccMoTpesid TPUMEHUTENBHO K TOTLIMBHOMY 3JI€MEH-
Ty. Ponb MeTajuinyeckoro mpoBOJHMKA BBITTOTHSIOT
npocteTrdeckue rpymmel kommuekea (Y, Y, n Y;), a
TMOBEPXHOCTEH, MOKPBITHIX KAaTAJIM3aTOPOM, — €ro aK-
TUBHbIE LIEHTPbI. Bes cuctema opraHu3oBaHa B TPoOCT-

MexmembpaHHoe
MPOCTPAHCTBO BHyTpeHhsaa g
MembpaHa (M)
(9]
@ S
S.H,
2H /
2H
(_\X1 N
X2
X3
2H* <—<
Y1
K—/Yz
e \
SZHZ

Puc. 3. Cxema, nnnocTpupyioLLas reHepaumio AﬁH+

KOMMOHEHTOM AplXxaTenbHON uenu, GyHKUMOHNPYIO-
LM MO MexaHn3My netnu. KpacHble CTpenku — nyTb
aTOMOB BOJAOPOAA, CMHUE — MNYyTb 3NEKTPOHOB. [po-
LleCC Ha4YMHaeTCs peakuven socctaHosuTens (S,H,) ¢
aKTUBHbIM LIEHTPOM KOMIJIEKCA, PACMOJIOXKEHHbIM B
MaTpuKCce MUTOXOHAPWUIA (NpaBas 4acTb PUCYHKA).
[Ba atoma Bogopoga (2H* + 2€ ), oTwiensieHHble oT
BOCCTaHOBUTENS, MyTELLECTBYIOT MO MPOCTETUHECKNM
rpynnam komnnekca (X,, X,, X;) K 1eBovi NoOBepxHOCTH
BHYTPEHHel MembpaHbl. 30ecb cyabObl MPOTOHOB U
37IEKTPOHOB PacxoAsaTCs: NMPOTOHbI OCTAIOTCHA B BOA-
HoW da3e MexmemOpaHHOro NpPoCTPaHCTBa, a 3ek-
TPOHbI BO3BPALLAIOTCA Ha3an, no APYrnM KOMMOHEH-
TaMm KOMMekca 1 nonagatoT Ha MOJIEKYSTY OKUCIUTENS
(S,), B Ka4ecTBe KOTOPOro CNYXUT kakasi-nnbo rpynna
cnepyoLero komrnaekca. B pesynstate B Matpukce
nosiBNISIETCS O4epenHo BoccTaHoBuTeNb (S,H,), a Ha
MeMbpaHe BO3HMKaeT AﬂHh Peakuus nanbHenwero

okmcneHns S,H, MOXeT npoucxoauTb C ydacTuem
criefyIoLLero KOMreKca ApixatesibHon uenm

PaHCTBE B BUJIE METJIN, TaK YTO 3JIEKTPOHBI TBAXKIbI TTe-
peceKaroT MeMOpaHy: OIWH pa3 BMECTe C IPOTOHAMH, a
NIpyroii — caMu 1o ceoe.

Ormernm, 4TO UIst BOSHUKHOBEHMsT Afl . 1O Mexa-

HU3MY TMETJIM HE0OXOAUMO, YTOOBI ABIXaTEIbHbIN KOM-
TJIEKC UMeJT B CBOEM COCTaBE KOMITOHEHTbI, CTIOCOOHBIE
nepeHocuTh H (CM. BepXHIOI 4acTh METIH). AHAIU3
KauyeCTBEHHOTO COCTaBa MEPEHOCUUKOB JIEKTPOHOB B
KOMILJIEKCaX, OHAKO, IMoKa3aJl, YTO 3TO He BCEr/a Bbl-
nojHsetcs. Tak, HarpuMep, aTOMBbI XeJie3a pu nu3Me-
HEHUN BAJEHTHOCTU MOTYT MEPEHOCUTH 3JEKTPOHHI,
HO HECTIOCOOHBI OBITh HOCUTESIMU TIPOTOHOB. B cBsA3M
C 9TUM, pa3BuBas uaeu Mutyesa, HECKOJIBKO HUCCIIe-
JIOBATEJIbCKUX TPYMIT MPEIIOXKUIN BapUAHT QYHKIIMO-
HUPOBAHMSI KOMIIJIEKCOB B KayeCTBE TI€HEpaTOpOB
Aﬁm, KOTOPBI MOXKHO Ha3BaTh IPOTOHHBIM HACOCOM.

MexmembpaHHoe
MPOCTPaHCTBO BHyTpeHhsa e
©) MembpaHa (M)
Q .
Y har:)
Y [& X
B~ AH
H* X H*
BH A
e

Puc. 4. Cxema reHepaumn Aﬂw KOMMOHEHTOM [pl-

XaTenbHOM uenn, GyHKUNOHMPYIOLLMM KaK MPOTOH-
Hbli Hacoc. CUHME CTPesikKM — NEPEHOC 3N1IEKTPOHOB,
KpacHble — NePEHOC NPOTOHOB. MyCTb KOMNOHEHTbI X
n Y ABASIOTCA NEPEHOCYMKAMN TOJbKO 31EKTPOHOB
(Hanpumep, aTOMbI XXenesa, CBA3aHHbIE C PA3/INYHbI-
Mu rpynnamm 6enka), a rpynnsl A n B — amunHokuc-
NOTHbIE ocTaTku 6enka, aBnsowmecs cnabbiMm K1C-
noTaMm — akuentopamMu NpoToHa. Mpn aTom rpynnel
A v B focTynHbl AN NPOTOHOB MaTpPMKCa MUTOXOHA,-
puin (cnpaea) U MexXMeMbpaHHOro MpoCTpaHCTBa
(cneea) 3a cyeT cneuyasbHbIX NnosiykaHanos, obpa-
30BaHHbIX CMeundrnyYecKon yknaakorm noamnenTua-
HbIX Llenen. B cuny Toro 4To usMeHeHns CBOMCTB Of-
HOW rpynnbl 6enka MoryT NPUBOAUTL K U3MEHEHUIO
CBOWCTB ApPYyron (KoonepaTuBHOCTbL), Nerko Jonyc-
TUTb, 4TO BOCCTAHOBMIEHME X INEKTPOHOM WU3MEHUT
CpOACTBO rpynnbl A K NPOTOHY. B pe3ynbTaTte NpoToH
13 MaTpuKca nonageT BHYTPb MemMOpaHbl. JanbHel-
LW NEePEHOC 3NEKTPOHA HAa Y MOXHO CBS3aTh C ne-
penayeii npotoHa oT AH* k B™ 1 BbIGpOCOM ero 4epes
NeBbI NonykaHan B MexmemMbpaHHoe NPOCTPaHCTBO

npu okucneHun Y (e KaKUM-11M6o KOMMOHEHTOM crie-
Ayrouiero koMmnaekca
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IMpuHIMNIMaNBHAsE cXeMa TaKoro Hacoca Toka3aHa Ha
puc. 4. B Takoii momenn KomouHamus map A, X u B, Y
aKTUYECKH CIYXKUT B KaUeCTBE MEPEHOCUMKOB aToMa
H. Ilna nanpasneHHoro nepeHoca H cripasa HaneBo
MPOTOHHBIN HACOC, OYEBUIHO, JOJDKEH ObITh CHAOXEeH
KJlaraHamMy, He TIO3BOJISIONIMMUM TIPOTOHY BO3Bpa-
LIAThCS Ha3aJ B MATPUKC IIPU OKUCICHWU, HATIPUMED,
rpyrmbl X. [IpuHrMas Bo BHUMaHe KOH(GOPMAIIOH-
HYIO MOJIBMXXHOCTh O€JIKOB, CKOHCTPYMPOBaTh TaKO
KJIaTaH gocTaTo4yHo Jierko. [To-BuanumMomy, obe Mose-
JIM — TETJISE U TIPOTOHHBIA HACOC — M UX Bapualuu
peanusyioTcst Ipyu QYHKIMOHUPOBAHUU IBIXaTeIbHbIX
KOMILIEKCOB.

MEXAHU3M PABOTblI KOMMNEKCA il

o cux 1mop MBI 00CYKIaJIv IPUHIIUITEI YCTPOKMCTBA
TeHepaToOpPOB JIEKTPUYECTBA B IbIXaTeIbHOM 1ienu. Te-
Tepb MOXHO PAaCCMOTPETh pabOTy OTHOTO U3 HUX OoJiee
JIeTaJTbHO Ha KOHKPETHOM ITpuMepe Komiiekca 111, me-
XaHU3M (PYHKIIMOHUPOBAHUSI KOTOPOTO Ha CETOmHS
MU3Yy4YeH Jiydie Bcero. JIoHOpOM 3JIEKTPOHOB ISl 3TOTO
KOMIUIEKCA CIy>KUT BOCCTAaHOBJICHHBIN YOUXWHOH
(QH,), a axuenTopoM — nuroxpom c. Hanomuum, urto
YOUXWHOH CITY>XKUT TIEPEHOCYMKOM aTOMOB BOAOPOIa, a
LIMTOXPOM ¢, COAEPKAIIUI B KAYECTBE MPOCTETUYECKOM
TPYTIIBI aTOM KeJie3a B COCTaBe TeMa, MOXeT TPUHU-
MaThb ¥ OTIaBaTh TOJBKO 3JIEKTPOHEI.

Kowmrmnekc II1 (puc. 5) npeacrapiieH JTUMONPOTEU-
JTIOM, COCTOSITITIM M3 HECKOJIBKUX Pa3TUIHBIX TTOJTUTICTI-
TUIHBIX LeTnei. B kauecTBe epeHOCUMKOB JIEKTPOHOB
KOMITJIEKC COIEPKUT HereMoBble aToMbl xee3a (Fe—S),
aTOM 3KeJie3a B COCTaBe TeMa IMTOXpoMa ¢, ¥ iBa aToMa
JKeJjle3a B COCTaBe ellle ABYX pas3inJHbIX reMoB b(I) u
b(IT). AKTUBHBIH LIEHTP LIUTOXPOMA ¢, PACIIONIOXKEH Ha
BHEIIIHEH, oOpallleHHOI B MeXXMeMOpaHHOE MPOCTPaH-
CTBO CTOpPOHE BHYTpPEHHEH MeMOpaHbl MUTOXOHAPUIA
(Tam, TIe HaxoauTCs IMTOXpoM c). [TocnemoBaTeTbHOCTh
peaxiivii, TPUBOASIIMX K BOSHUKHOBEHMIO JJIEKTpUYE-
ctBa npu padote Komruiekca 11, mokaszaHna Ha puc. 5.

3AKIJTIO4YEHUE

MoXHO ¢ yBEpEHHOCTbIO CKa3aTh, YTO MPUHLIUITU-
aJIbHOE YCTPOMCTBO TpaHC(HOPMATOPOB 3HEPrUU —
KOMIIOHEHTOB JIbIXaTeJIbHOM 1EMK CTaJIO SICHBbIM. bo-
Jiee TOTO, IPUHLIMIT XeMUOCMOTUYECKOTO COTIPSIKEHMU S
Murtyenia, KaKk oKa3ajloch, paboTaeT He TOJIbLKO B MHU-
TOXOHIPUSX, HO MpU (PYHKUMOHUPOBAHUU U JIPYTUX
OMOJIOTUYECKUX TPaHC(HOPMATOPOB BHEPTUM, TaKUX,
Kak, HaTllpuMep, CBETOTIOTIOIAIOIME KOMITJIEKChI 0aK-
Tepuii U pacTeHUll, aHA3POOHBIE AbIXaTeJbHbIE LIEIIH.
DT0, KOHEUYHO, HE O3HAYAET, UTO MPOOIEeMbI TpaHChHOP-
Mallii 2HEPTUM OKUCIMUTETbHO-BOCCTAHOBUTEIbHBIX
peakuuii B 9HEPruio Aﬂm peuneHsbl. Jlaxe mist Haubo-

Jiee U3yYeHHBIX CCTEM OCTalOTCSI BOTIPOCHI, HA KOTO-
phble TToKa HeT oTBeTa. [ToueMy, HampuMep, KOMILIEKCHI
IbIXaTeJIbHOM 1IN TaKue OOJIbIINe W MOCTPOCHBI U3
NECATKOB WHIVWBUIYATBHBIX TOJUTICTITUAHBIX IIETIeH,
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MexxmembpaHHoe
NPOCTPAHCTBO

BHyTpeHHss Matpwukc
MemMbpaHa (M)

H+

Puc. 5. MexaHn3m TpaHchopmaumm 3aHeEPrum OK1C-
neHnsa youxmHona LUMTOXPOMOM C B SHEPruio Af, -
npu paboTe komnnekca lll gbixatensHon uenn. CUHM-
MW JIMHUSIMW NOKa3aH NyTb 9/1EKTPOHOB. BoccTaHoB-
NEeHHbIN yOuxmMHOH (QH,) pearunpyert ¢ xene3om rema
b(l) n, BOCCTaHaBnMBas ero, 0CBO6GOXAAET MPOTOH B
BOAHYIO (asy, camMm npeBpaLLasicCb B NOSyBOCCTAHOB-
neHHyto dopmy (HQ'). BnekTpoH ot rema b(l) nepe-
HocuTcs Yepe3 membpaHy K xenesy rema b(ll) (cm.
MEXaHN3M MeTNu, NokKasaHHbI Ha puc. 3). MNonyeoc-
CTaHoBneHHbI HQ' oTpaeT BTOPOWN 3NMEeKTPOH Ha
(Fe-S), npn aTOM BTOPOI MPOTOH OKa3blBAaeTCH B
BOAHOW dase cnesa, a 3aNeKTPOH NepefaeTcs panee
Ha Xeneso uMTOXpoMa C,, @ 3aTeM Ha KOHEYHbIN
oKUCAUTENb — UUMTOXPOM C. OKUCTIEHHbIN YOUXMHOH,
obpasoBaBLUMiics cneBa, Tenepb AnddyHaAnpyeT Ha-
3a/, K To CTOPOHE MeMbpaHbl, KoTopas obpalleHa K
MaTtpukcy. 30ecb YOUXMHOH NONy4aeT 3NeKTPOH OT
rema b(ll) (3ameTum, 4TO 3TOT BNEKTPOH MCXOAHO
npuHaanexan yonxmHony) n NpoToH 13 BogHol dasbl
matpukca. MonyBoCCTaHOBNEHHbI YOUXWMHOH MoJy-
YaeT BTOPOW 3NEeKTPOH OT Komriekca | n BTopoi npo-
TOH 13 mMaTpukca. B membpaHe nonyyaeTcst BoccTa-
HOBJIEHHBIN YOmxuHon (QH,), n Becb npouecc Havn-
HaeTca cHavana. B pesynbrate okucnenusa QH,
LIMTOXPOMOM C 0CBODOXAatoLLasca aHeprus 3anaca-
eTcs Taknm 06pa3oM B BUAE SNEKTPUYECKOro 3apsiaa
Mem6paHbl 1 rpagueHTa KoHueHTpaumm H* no pas-
HbIE€ €€ CTOPOHbI

COPOCOBCKUIN OBEPA3OBATE/IbHbIN XXYPHAT, Ne9, 1999



Bellb COOCTBEHHO peaKIIMOHHBbIC LIEHTPHI, MEPeHOCs -
1II1e JIEKTPOHBI, TIPEICTAaBJIEHbl CPABHUTEIHLHO MaJlbl-
MM 10 pa3Mepy Mosekyiamu. Ckopee Bcero, 6eJKoBoe
OKpPYXEeHHEe HEOOX0AUMO JIJIsi TOYHOM HACTPOMKM CPO/I-
CTBa K 3JICKTPOHY KaXIIOTO LIEHTpa W TEM CaMbIM JIJIst
obecrieyeHusl CTPOroil ymnopsiioYeHHOCTH Tpoliecca.
YHopsi104eHHOCTD, TTO-BUIMMOMY, TOCTUTAETCS U CTPYK-
TYpPHBIM PaCIOJIOXKEHUEM TMEPEHOCUMKOB 3JEKTPOHOB
BHYTPH Y Ha MTOBEPXHOCTHU OENKOBBIX I7100yJ1. [Topazu-
TeJbHBIE YCIIEXH PEHTTEHOCTPYKTYPHOTO aHaIu3a oe-
KOB TO3BOJIMJIM YBUIETh TMOJIHbIE MPOCTPAHCTBEHHbIE
CTPYKTYpbl KoMILieKca IV (mbIixareabHOro ¢gpepmeHTa
BapOypra, cocTosiiero u3 13 pa3auyHbIX TOJIUIICHTUI-
HBIX Lieneit). B camoe mocienHee BpeMsl yaaaoch pac-
mudpoBaTh U CTPYKTYpy Komiuiekca I11. [Toutu Huuero
HE M3BECTHO O Me€XaHM3Me IeHepalliy “3j1eKTpudecTBa’”
KoMIuiekcom I.

HcTopuyecku cJI0XUIOCH TaK, YTO B TeUeHHE OoJiee
YeM MOJIyBeKa OMOXMMUKU U OMODU3NKKN CTPEMUIIACH
YCTaHOBUTD MOCIEIOBATEILHOCTD M BBISICHUTD (DU3MKO-
XUMHUYECKUE 3aKOHOMEPHOCTH TTepeHOCca JIEKTPOHOB B
IIbIXaTeIbHOM 1ieTi. OTBIT U3Yd4eHUsI APYTUX TTOUdep-
MEHTHBIX CHCTEM TOKa3bIBACT, YTO OMOJIOTUST HaYMHAa-
eTcsl TOTa, KOra repej UCCcie0BaTe/IsIMUA BCTalOT BO-

IIPpOChl O PETrYJIMPOBAaHHUMU IIPOLICCCOB. DTOT acrekT
IIOHUMaHMA BHYTPUKIIETOYHOI'O JbIXaHUS TOJIBKO Ha-
YMHACT pa3BUBATbHCsA, U MOXKHO C YBEPCHHOCTbBIO CKa-
3aTb, YTO HA 3TOM IIYTH HAC OXHWIAIOT YBJICKATCJIbHLIC
OTKPBITUA.
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