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B O630p0 paceMaTpuBaIOTCst JABHBIC IO KIHETHIC oOmena AHCHNHBYRIECOTH OB, BlilifH-
HIE Ha 3TOT MpOoUeCCc SHCPTCTHYECKOIO COCTOAHIA M]I’IOXOH]LPMﬁ, MeXaHl3M ;LeﬁC'IBHH CIie=
I_Url(i)}l‘leCKHX IlHI‘I’i6]’X’1‘Op0B AUCHUBEHYRKJCOTHUTPAHCIIOKA3DL It CBOMCTBA 9TOTO JIePCHOCYUKA,
BrickaseiBaeTcs TOUKa 3PeHAUA, UTO OTKPLITHE 11 M3YUCHIIE ]3[';ICOI(()CUell\l‘l(bll‘iCCK()I‘O oOmesa
ANCHWHAYRIEOTHIOB 4epe3 BHYTPCHHIOIO Mem6paHy MMTOXOH,IIPI'I]:I Meer 0eabToe 3uaYene
OIA DOEMMaHHA MEeXaH3MOB (i)yHI{IH'IOHHPOBEUIIIH MIITOXOH[LpHﬁ I B3aWMOCBSI3N MEWNY
MUATOXOHAPMSIMI 1 L(I«[TOTI.H&BMOI'/'I. Ha ocrosasn HMEIOIUXCA NavnbiX nenaeTcst BhiBOI, 9T0
AQUCHHHHYRKJACOTUATPAACIORARA ABIALTCA HeOTDbeMIeMbiM KOMUOHENTOM 00IETO MCXAHMSME
ORKUMCIUTEILHEOTO (IJOC(i)OpHJIHpOBaHIIH B MHTOXOUAPHAX M MECTOM PCIYIAUUIN dHEDPTeTHYE-
CROXO INOTEHUMAJA HMTOIINA3MDL H M}ITOXOH}IpDﬁ. H])MMCHQ}]H@ CIIGIH/I(i‘JII‘lGCHIlX HHI‘M6HTCPOB
nepedoca aiCHMHHYKICOTHAOB IO3BONHIO NPENIOMNTH MOJeNn (byH}\'L\HOH]lpOBﬂHIJH ane~
HUHHYKJZCOTHATPANCIOKa3bl KAR M€M6paHHOI‘O TIepeHocunKa.

CTPpyRTYPHAS OPraHHM3AUMA MUTOXOHAPIT
H npodrema rpancnopra AH

HMayuenye CTPYRTYPHOR ¥ QVHKUMOUANBUON OPTaHE3ATHI MUTOXORAD LT
TOKA3aJ0, YTO B COOTBETCTBMM GO CNOCoBIOCTHIO MeMOpar K TPOHUKHOBCHHIO
DABJMIHBIX BELIECTB MOJKIO BEIXENHTL BHYTPHMHTOXOHAPHANHHOE IPOCTPAT-
e1BO (Marpurc) u mestvemOpannoe mpocrpanceTso. Yepes wapymnyio memopa-
ny GOJBITMHCTBO MOJNGKYI mpoxojut nyrem auddysuu. Bepxwuii npezen
OPONWIAEMOCTI COOTBETCTBYET TPHMEPIT0 pasMepadM MOJERYI 1LHTOXPOMa ¢
(M 12 000) [1]1, mosromy HapysmEas MeMmbpana Ie MOKET CHYHMTH DaphepoM
A0S OONBUIMHCTBA TTHSKOMOTEKYJSIPIEX BCOlCCTB. Buyrpennss MmemGpana
MUTOXOUADPHH HENpOHUIIAeMa N TUAPOPUIAbHEIX MOHOB, B TOM YHCIe ¥ DJA
wonos H* u OH~ [2]. Tlponecc oxucaurensnoro GocGopHiInPOBABHA TPOMC~
XOJIHT BO BHYTPEHHEM TIPOCTPAHCTBE MHTOXOHAPUIT. J1oCKOIbKY MUTOXOHAPIH
enocobuel 6p1cTpo gochopumuposars ADP, wan rupponmszoBars ATP,,, ®oro-
prie e Moryr Aud@OyuIupoBaTh Wepes BHYTPEHNII0 MeMOpany, MosiBHIACK
NEODXO0AMMOCTS LOCTYAMPOBATL IMANAYME CIELHATBLHOTO TepeHOCYHKA, OCY-
wectpiomero uepenoc ATP i ADP wepes sryrpenuon MemGpany.

Brigeaenusie MIFTOXOHAPHY CO@P/RAT CPABHUTEABHO HONBIUNE KOJIHICCTBA
ATP, ADP uw AMP, cyuMapriasg KOHLEHTPAIUs KOTOPLIX J0OBOJALHO TLOCTOAH«
ua [3, 4. ITpu arom wacrs Al Bepesen b X MUTONOHAPUET MoneT OHTH OTMBITA

IIprearpe  coxpauenus: AH, — BHYTPHMATOXOHAPHARbHBIC — aJI@BIHHYKICOTH LRI,
AH, — BreMITOXOUAPNAUDLHLE  ajeHnulyRIeoTar, AHT — apenuHBEYKICOTHATPAHCIO0
rasa, ATK — arrpaxriiosas kucaora (arrpaktinosnn), HAT — 4-wkapbokcnarrpaKTiiio-
aup (4-xapforcnarrpartivioBas kmcaora), BH — OoBTKpexonas xmuchoTa.
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mit obMenwBarecag ma nobapnenasie AH [5). Msywemme ¢ momompio paguo-
M30TONHOTO METOAa KHHEeTHKH BXOMA M BHIXOAa MATOXOHApuanbupix AH mos-
BONMIO OCTYNHpOBaTh pacupenenenne AH B nByx mpocrpamcrBax. Ta wacrs
AH, rkoropad JOKAJAH30BAaHA B MERMEMOPAHHOM IPOCTPAHCTBE, JECKO
obmenuBacres na AHy oyrem muddysm, Hocameld Hecmennduueckmit xapax-
Tep, MOCKOIBKY 3TOT THII ofMexa 3amucur He or Buma AH, a mwms or wow-
WeHTpammin XoGaBIEHHMX BemlecTd ¥ NMPOHCXOMUT odenb Osictpo [6]. Hpowme
TOro, OBLI OOHAPYHCH TAK/Ke WIYIUE ¢ GOXBIIONl CROPOCTHIO BLHICOKOCHOIIN-
Puanntit o6ver AH, B KOTOPOM YIaCTBYIOT BHYTPEHHWEe MeMODAHL METOXOH]I-
puit [1, 71.

Cocrosrue CTPYRTYPH BHYTPEHEEH MeMOpPAaHbHl MUTOXOHAPHI olpenesser
xapaxrep ee nporugaemocri st AL, Maitcnep w Hounrentepr (8], nury6u-
Py METoxoEApHE B mpucyrcrsum P, Mg?t, EDTA, moxasamu, 9to BLIXOJ
AHM M3 MaTpHKca METOXOHTPHI OCYH[ECTBISETCA TOXBKO C YIACTHEM CIeIH-
tugeckoro mepenocauka. B atux yeasoBuax Muroxougpuun repsaam 75-—80%
ouporenusx Al Ges cawrenns pesmamnst P/O. d1or THI TOTEPH MATOXOIIT-
pusyt AH  xapaxrtepusyercs OTCYTCTBHEM BBIXONA TMPIAHHIYRICOTHLOR,
uaeprrocThio Brrxoga ADP,, m ocoberno AMP,, u murubupyerca 1neSoaburmyy
rouuewrpauuami gobasrernsix AH (0,02—0,04 »M) {8l [Tpu mospemmenun
CRPYRTYPHL BHyTpeHHEH MeMOpams:, BE3LIBAEMOM HAOYXAHMeM B IPHCYTCTRIL
£;, ocodenuo uuAyuEposannoro wodame Cat, rumoronell, crapeuuen, Haps-
IV €O CHequPUIeCKHM MEeXAMN3MOM HABMI0JaeTes B HeCIelupITIecKas moTep s
AH. Tlpu arom Buxomsr He roasko ATP x ADP, so raxwxe AMP u mupumue-
uyreoTmsl [3, 9].

Creiugeckuit mepernoc AH wepes suyTpernmono MeMOpaHy MUTOXOMIPHI
ORI yeTamoBIeH W oxapaxrtepusosad ¢ momormpio AH, sewemumnix MC, H n
2P, Mg otoft meam Oniny paspaboradel OCTPOYMHBIE ¥ 10CTATOYHO TOWHLIE
MeTONEl permecTpanun Grictpolil Kunernru obvwena AH [5—7, 10]. Cucnyer or-
METHTH TAKMKE, 9T0 OTKPHITHE M UpHMererye crenaduaeckix naruburopos AHT
0Ka3a10Ch 0YeHD IONAe3HmM NpH usygenun oomera AH u cBoficrs nepernocdun-
Ra, OMHAKO TONBKO IIOCHE YCTAHOBIEHHA (axrta 00MEHa ¥ H3YVIeHWS OCHOB-
HHIX CBOWCTB TEPEHOCHTHKA CTANO BOSMOMWHBIM OIPEIENUTH TOUHOE MeCTO Jeii-
CTBUA ITHX WHTHGUTOPOB.

Ob6ven AH

Cneyugunrnocmo obmena. C momompio Medensx A Gpiio moxkasamo, 410
pecy BHyTpennuit Gounq AH, mpencramisioutuii cofoit cymmy ATP, ADP
7 AMP, za 60—90 wun obmennBaercst Ha sksorenusre AT, Tlpw sTom obma-
pYymuBaloTesa nse Ppassr oomerna — Gricypas u Mmemmennas 15, 11 —13]. Bricrpasn
Pasza odMeHa OCYIIeCTRIAETCA MeHee ueM 3a 1 —2 MUH W onpemenseTcs Benu-
qugoi cysmmbl Koumenrpanuit ATP, m ADP,. AMPy o6menugaerca mpuMepHo
8 100 pas memprenmnee, vem ATP, n ADP, [13], nmosromy mepnernas gasa 06-
MeHa 3aBucuT 0T cKopocTH mpespamenns AMP, 8 ATP, u ADP,,.

O6meu AH nposBaser o9eHs BRICOKYIO CIEUHPHYHOCTE 11O OTHOLICHMIO K
ATP u ADP. Ilpu nobasnennn Bcpeny nuxydagpmn ADP, ofmennpaercs npu-
Mepro 80% ATP, n ADPy, upu mobasmennu ATP, — 40%, a nipu nobGagrme-
vun AMP, — ronbro 6% ATP, u ADP, [5]. TesokcuamenuuHyRISOTHAR 00-
MEHUBAIOTCA TOMO0HLIM jKe 00pasoM, HO ¢ ropasio MeHblueill CKOPOCTHIV.
AnenmH, aflewo3nn, IIPOW3BONHEE TYAHWHA, LHTHAMHA, WHO3NHA BOOOUIE He
cnocobusr odoMenusareesa ¢ AH, mo cmenndmueckowy mexamuamy 15, 6, 12].
Bavena B moseryine ADP puGo3Horo ocraTRa Ha TAOKO3Y IOJIHOCTHI) WHTH-
Gupver npomece obmena [D, 6],

Bakuwoli xapakrepuctuxoil obmena AH aBJIACTCA MOCTOSHCTRO KOHIGHT-
pamun AH, [7, 14]. Ecay ne npuMeHaTh CHen@aibhbIX METONOB BO3IEHCTRIIA,
TO B MIpOIecce MHKYOanuy MUTOXOHNpU Kouienrpaima AMP, ocraercss mo-
trosuuoil [7] m B OwieTpoli dase ofmena ywacTByioT Tonpko ATP, uw ADP,.
IIpn atom B xone obmena coorHomenue wKouuenrpauuit ATP, w ADP, wmosmer
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MEHATHCA, HO CYMMapHAas KORIEHTPANUA OCTaerca mocToanmnoi [15]. B caasn
¢ 9T¥M OBUI CleTaH BAKHBIA BEIBOJ, UTO B IIPOLEcCe oOMEeHa Ha KayKIyI0 MOJe-
wyny ADPy, (ATPy), mocrynamoniyio H3 ¢peasl B MATPHKC, M3 TTOCACAHET0 Bl X0-
nar opma moneryna ADPy (ATPy) [4, 5, 15, 16]. IIpm ycroBnu mocrosucTBa
copepsxauus AH B marpuxce msMmemenms komuenrpanuun AMP, orasmsaror
pauauue Ha ckopoctm obmena AH,. Tak, mmrybauus MuTOXOHApPHI ¢ apce-
HaTOM YBEJIHMIHBAET cojepskanue B Marpurce AMP,, cumaias Bennwuuy 06-
merroro goana A, i ckopocts ofmena. HaoGopor, muryfanusa MUTOXOHAPUI
¢ C=KeTOrJIyTapaToM ORa3biBaer ofparHoe NEHCTBHME HA BEIMYUHY OOMEHHOIO
douma AH, u cxopocrs obmena AF, [5, 13, 17].

Tipu wamenenun Kounedrpanuit AH, 6smo wafimeno, yro ckopocrn obMmena
CTAHOBATCA MAKCHMAIXbHBIMH IPH CHegyoImux Kourentpaunsax: ADP, —
50 mxM, ATP, — 100 mxM; AMP, oOMenuBaerca MeqreHHO BIZIOTE M0 3 MM
ronuenrpanyuu [15]. Koucranrsr Muxasnnca jus oomena AH, pasuaoi: ADP, —
1,5—4,0 mxM [17, 18], mna ATPy — 3,0 mxM, mna xommaexca ATP, —
Mg?+ — 10 mxM [17]. Tpu cosmecrrom pobasnenun ADP, u ATP, Gmao no-
Ka3aHO HANMYHE MEK/AY HEIMH B X0OHe 0OMeHA KOHKYPEHTHEIX B3aHMOOTHOUICHUIL
{18, 19]. Ilpwu pasusix wounenrpanuax ATPg uw ADPy nocrnennnit o6Menupa-
ercsa B 10 pas Gricrpee [6, 17]. Hanuune xouxypenumu meaxny ATP, u ADP,
B mpoilecce ofMera ykassBaer Ha 10, 970 06a AH wcmonsayor opun u ToT e
nepenocuuk [5, 17]. Monsr marnus marubupyror oomen ATP, u mamo Biusior
ma ofmen ADPy, 1 9710 cBRAETENBCTBYET O TOM, YTO UCTHHHBIME CYGCTpPaTaMu
HepenoccyuKa ABIAITCH CBOLOAHEIE (f)opMLI AH [5].

Bausnue unzubumopos Owxanus u' gocgopuiuposarnus na obmen AH. Vs~
MeHepue MerafolHIecKoro COCTOSHHUS MUTOXOHADPMI CPAaBHHTEABHO MAao
ckaspBaercs ma ckopoctw ofmema ADP, [M5, 17]. Oomen ATP,, mamporus,
CHNBHO 3aBUCHT OT SHEPTETMYLCKOT0 COCTOAHU MATOXoHupni [5, 12, 17 —19].
Yenopusi, CHOCOOCTBYIOL(HE SHEPTH3ANMN MUTOXOHAPWH, TOpMO3AT 00Mew
ATP,. K taxoro popma BO3NEHCTBHAM MO0 OTiCCTH HobaBieuue cyGeTpartos
moixauna, P;, onwromuumua. HaoGopor, messHeprusauisa MUTOXOHAPHE NOBbI-
maer cropocts obMerna ATPy. 9ro 0coleHHO 3aMeTHO B WCCHENOBAHUN KOH-
kypennuu obmena ¢ ADPy [5]. Tosmnenue tpancnopra ATP, B Muroxonn-
puy maGaiofaercs B amanpobuose, UpH ROOABIEHHH NHTUGHTOPOB ALIXAHUA,
pajmpomunuua w K+, #o manboneman crumynsuus rtpancmopra ATP, wat-
JAI008eTCs NMPH PasobIeHMH ORWCAHTENLHOTO (ocHOpHIMpPOBAHUA XIOPKap~
Sonwnmmannndenunruapasonom [5, 13, 17, 18]. B mpucyrersun atoro pasob-
muTens ckopoers mepenoca ATPy moxer 6uith gavke Gonpine ckopoctn ofMexa
ADP, [5]. Brickasmpanoch mpenmonoskenye, uto pasnuame B oomene ATPy
ADP, morno 6mrh BoizBano TeM, uro mis ATPy obmennmit doun AH, mern-
me, yeM pra ADP, [18]. C nomompio MeToos GricTpoil dunprpaumuu 65070 110~
rasawo 5], uro obmennmit douxy AHy opunaror rak misa ATP,, rax n mos
ADP, [12)] 18, 20].

Kunemuka o6mena AH. Wayuenme nmavanpuoil ¢aser cbMena moxasafxo,
qro, ‘ornecennas ¥ penwynue ATP, + ADP, » marpuxce, ata ¢asza ciaegyer
RymeTuke. nepsoro mopsamka [12,¢47, 20, 21]. 3t nammme CoOTBETCTBYIOT
npencraBiaeruio 00 ofMene Kak conpskerHoM nporusoobmene AH, n A, »
ormomenmu 1 : 1 [4, 15, 16]. Ha ocHoBammu s710T0 (pakra OB Takike CREHAR
BHIBOJ, uT0 oOMennbiit orm AH B MaTpurce MUTOXOHRIPHI ABIAETCH «TOMOTEH-
HEIMy, T. e. ATP, u ADP, maxomarcs B 01306011}10»[ COCTOAHUN W B paBHomz
‘cTenenu KOCTYHHH N mepenocumra [16, 20221

HeobxoaumocTs BrjeSenus oOMeHHOTO (QOHAA ATPB u ADP, w3 obmero
orga AH, ppspama Tem, uro AMP, mpaxktuuecku me ywaactByer B oOMeHe.
OH moxer 0OMeHEBATHCS TONLKO B TO Mepe, B Kakoil Hyjer uMerb MECTO ero
npespaumenne B marpuxce 8 ADP, u ATPy B pearuuax agenumnaTRHHEa3HOTG
tnma ¢ yuactmem GTP — AMP-gocdorpancdepassr (KD 2.7.4) u QTP
ADP-dochorpancdepass [11, 13, 23]. Korpa ocymecrpiasiercs Mepaenyas gasa
obmena AIl, sasmcamiag or npespamenus AMP, 8 ATP, uw ADP,, ona coor-
BeTCTBYeT Kunermre proporo wopspkra [11, 13]. diarrmyeckas cropoeTs Te-
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pemoca AH, mupascesnan B QepMEHTHLX EHHHHIAX (KOHCTAHTa HYJXEBOTO
NOpPANKA), MO/KET OBITH UOJAYYEHA IIYTOM YMHOKCHHA CROPOCTH HEPBOTO
nopanka ua seanuany ATP, -~ ADP, [20]. Taxmm o6pasoM, JaHHbIE O KHHE-
Take obmena AH mosmoananw OpesnorosKUTE, YTO CO CTOPOHB MATPUKCA CDOM-
crBo mepenocanra & ATP, w ADP, ommnaxono [21]. Ha ocnoBanwir artoro
UPEIONOAEHHE ObIH CREIALLl TEOPeTHIECKHUE pacuersl CKopocTH ¢ocdopu-
aaposannsa ADP,, xopomo cormacywomyecs ¢ gadHbMU dKCepuMenTon [21].
Omuaxo pay asropon [24, 25] cuwraor, wro AHy "axomares B MaTpuxce B
CBASAHHOM COCTOAHUM M HEe [IPNHMMAIOT HeMOCPEICTBeHHOI0 YYACTHA B pear-
uaAx GocopIHpOBATIA, KOTAA METOXOHIPHN HAXOJATCH B AKTHBHOM Mera-
HONUIECKOM COCTOSHU.

O6ven AH crnsuo 3asucur or temMmeparypsi. Mayuenue cropocteii ¢oe-
popunuposarus ADP, uw ADPy o CTMMYTMPOBaHIOT0 PazobUTENeM TUIPO-
suza ATPy m ATPy mokasamo, uyro upw remueparypax mnpre 14° npeepaie-
wua AH, gamurupyoTes ux tpavcnoproMm B Mutoxouapuu [6, 10, 19, 26, 27].
ITpu 6° cropocrs Gocdopunuposanns ADP, Gomee wem B 3 pasa mpeBbIaeT
exopoctn docopuauposanus ADPy, a rupgpoans ATP, — Gomee uem » 20
pas [10]. Tlpu rtemmeparypax Boime 14—18° cropocrn  dochopuampoBanms
ADP, u ADP, cranmosarca pasusivu [6, 28], Cropocts rugporinza ATPy xors
H BO3PACTAET MPM ILOBLIMICHIY TEMIICPATY PbI, HO OCTRETCA HUME CKOPOCTH THI-
pommsa ATP; (6, 10]. M3 orux mamusix caemyer, 4To BHCOKAS TEMIepaTypHas
BABUCUMOCTL OKMCAUTEABHOr0 POCHOPBIAUPOBAHNA M BABHCHMBIX OT HEI'O Peak-
A (gepenoc €7, YPOBEHD OKHCIEHHOCTY MMPUANHHYKJIEOTHIOB) OUpeesser-
ca aramoM nepenoca AH, a me ¢dymrmmein ATP-asmoro xommuexca [13, 15].
Wasmenenmus pll e oxasslBaloT 3aMEeTHOTO BIUANUA Ha CROPOCTH M CHEIHPIy-
Hocth obmena A B MuToxongpusx B rpepenax pH 5—8 [5]. Onraxo Benmgir-
ma pH orasmBaer pamswme na xapawrep pgefcrsus murmburopos AHT —

KAT [29] u BE [30].

Tpaucnopr AH kax oGwen amuonor

Boime yice mpuBogusinch mandsie 06 acummerpuu mepexHoca AT uepes
BHYTDEHHIO0 MeMOpPAHY 9HEepPTH30BAHHLIX MHTOXOUAPHA: €O CTOPOHBL  MaT-
pakca cpogerso AHT k ATP u ADP ojunaxoBo, ¢ BHEWHEH CTOPOHLI CPOACTEO
AHT Goupue ®k ADP, wem x ATP [5, 17, 18]. Tlockomery mpu pazobmiennm
oOKHECAUTENLHOIO fochoprunupoBanusa ckopocty mepernoca ATP, nw ADP, cra-
HOBATCA PaBHLIME, GbI0 Tpeamoxo;kerno, uro nepenocunk AH ofmxamaer omm-
saxoseim cposicTBoM K ATP u ADP xax ¢ mapyssHoit croponsr MeMOpaus, Tax
u.co cropount Marpurca [22]. To, uro xmoprapdonuammanngdeEuITHIPason
yeropsier tpamcumopr ATPy masce B IPHCYTCTBHUM OAHNTOMHIIMHA, YKA3LIBAET
Ha coCcoGHOCTE PABOOIUTENA IHEPBUYHO BIHATH HA dHEPTHIAIMIO MUTOXOH/I-
puit, a me ma npespameune ATP ® marpurce [22].

Ha ocuopammm mawusix mo mpaMoMmy uaydenmro obmena A [12, 15, 19],
Marantx o kouxypenuuu meskay ATP, v ADP, B xone ofmena [18] 6ewr coenan
BEIBOI, ¥r0o acummerpmsa nepenoca AH asmserca ciepcrBHeM dHePrA3amuy
muroxouppuit [18, 22], a nponece mepeHoca MOMKHO pacCMaTpUBaTh KAK TEC-
HO COUPAKRCHHLIA o0Med aumomoB [5, 17, 22].

ITpu pusmonormueckux suaueHnaAx pH u B orcyrcrnue monor marmuss AH
Haxomarca B dopme AMP2™, ADP3~, ATP4™ [23]. Mexons u3 3TOTO MO:KHO
HpefcTaBuTh caegywomue BUOSl obmexa AH MekAy MaTpUKCOM M HapY/KHbIM
UPOCTPAHCTBOM MUTOXOHApUE [5, 22]:

HapymHoe

npocrpancrso  MemOpaHa Marpurc
1. ADP3- = ADP3s=
2. ATPé- = ATP -
3. ATPi- = ADP?-
4. ADP?- = ATP =



Hax BHAHO M3 CXEMHI, IIePBHe 2 caydas OPEACTABIAIOT HNEKTPOHEHTPANE-
HBIH, WIH «ToMorenmsiiy, obmen AH, a cuenyiomue 2 — «rereporewusiiy of-
MEH, CONPOBOKIAIOMHMHACH IIEPEHOCOM OHOI0 OTPHIATENBHOTO 3aPALa Ha Kask-
meiit akr oOmena [5]. Tomorennsie peakmum 00MeHa, MO-BUANMOMY, HE JUMHATH-
pyIOT cropocTs ofmena ATl m mporeraror B mepByIo owepens [18], ommako oy
He CKaspBalOTCs Ha mabniojgaeMerx peaknuax dochopunmwponsarus ADP maw
ruaposusa ATP. Cormacmo aroit cxeme, oomen ATP,'” mporus ADP® co-
OPOBOIKIAETCA TEPEHOCOM OJ(HOTO OTPUIATENIBHOTO 2apAfa B MaTpPURC. JKCHes
PHMEHTH TOKASBIBAIOT, WTO TP OTCYTCTBUM MeMOPAHHOTO TOTEHINIATA MU«
TOXOHIPUHE B YCIOBHAX aHAPO6HMO34 MM B UPHUCYTCTBHH MEHTHOHTOPOB Ini-
XQHMSA, MaKe XPH HATHIAN OJINTOMHIMHA, PN TCTBYIOMEr0 TeHCPa M TPAHC~
membpanzoro wmorennwana ATP-asoii, wmabmiomaercs camMouurubupoBanue
mocrymnenus ATPy*™ B marpuxc [5, 22]. B wmpucyrersnu  pasobmurens
xaoprapboHEIHanyIPEHUATHAPAZOHA NEPEHOCHMHA B MATPUKC B XOHe 00«
MEHA OTPHIATEIbHLI 3apsiji KOMOeHcupyercss mepemocom IH* B ToM jxe mas
npapienny. Bammuommius -+ K+ raxmme crumynupyior odmen ATPL*, mo B
MeHBIIEH crTemenm, weM xJopKapGommnumavpadenuaruppason [5, 221.

Tereporeunnii ooMen ADP,®" mporus ATP,™ momer umers mecto npgm
DHEPIH3AHH MHTOXOHIPWH B XOHe OKRHCIHHTEIHHOTO (ochoprmmipoBanms,
[Inadd w KauprenGepr [5] mokasanm, 9To NpH HANHIHE TONOAHTEILHOIO 32«
psAfa Ha HAPYMRHOH M OTPHLATENLHOTO 3apsAfla Ha EHYTPEHHEN DOBEPXHOCTH
pEyTpenneil semOpans MuToxoHApud watmTovERA 3apan ATPy'™ » xone o6~
mena mporus ADP3 neisierca mo rpamueHTy dIeRTPHYECKOTO TOTEHRMANA,
ITporusononoxkunit mnn ofmena (ATPy*™ mporms ADP7) ropmosures, wo-
CKONBLKY W3OHITOUHEIN OTPUIATENbREIA 3apAT HONYKEH IEPEHOCUTLCH B DTOM
cIygae NPOTHB TPANITeHTa TPAaHCMEeMOPaHHOT0 9MERTPHYECKOT O NoTennuana [ 5],

B ofmem mporecce ORMCIHUTENBEOTO (GoCPOPHIUPOBAHNA WIHM THAPONN3A
ATP, oomen AH, momsxen 6nivp compsiswen ¢ mepenocoy P;. Ilpwm aemsxennn
anuora HyPO,” B roM e manpasnenun, aro w ADP?™  we nomwma Gnta 6w
BO3HMEKATh PA3HOCTH IOoTeHIHagos B xome obmena AT, Onmako OWBITH MOKA~
zanu, 910 o6Men AH me sasweur or mpueyrersus P;, u mao6opor [22]. Boneg
TOro, OBLLIO DOKABAHO, 9TO P; mMepenocuTCsa Yepes BHYTpeHHIow MeMOpany we
IO TPAmMEHTy TPaHCMeMOGpamHoro moremnmana, a wo rpamuenty pH [31, 32]
B uge meifrpaxsuoil Mmonexyns H,PO,. Ilo Muennio Kaunarenéepra i np. [22],
ofbmen AH w TpascuopTt P; compsskens TONBKO CTATHCTHIECK,

Crnenudmueckne murnduropsr AHT

B wopusx uweprononoxa Atractylis gummifera Gpun -00mapy»ien TIRKO3UL,
HA3BAHHKI aTTpakTHaoBoit kucxoroir [29]. Ilepsomavanbyo cumranocs, wro
neitcreue ATH Ha METOXOHIPUM aHAICTAYHO OXNWTOMHIMAY, HO BCKOpe ObLuy
HAMAEHB CYMECTBeHHBIC Pasiudia MEKAY dTHMHM YATHOKRTOPAMY OKUCITUTeND:
HOTO (ochOopUANPOBAHNS, TO3BONTUBMUE yCTanoknth mecto peficTsus ATH,
ATH pasmuuMg 3aRIOYANRCH B CHEAYIOMEM: 1) ONUTOMWIMH TOPMO3HUT OKHCx
auTenpHoe hochopuAUpPOBaHUe B HHTAKTHHX W B TOBPE/KIECHRBIX MUTOXOHI:
puax. ddpdexsr ATH mabmogaercsa TONBKO IPH HCHOSL30BANMM MHTAKTHELX
MET OXOHAPHH U CHIZRAETCS TIpy 06pafoTRe MUTOXCHIPHIL IUIHTONHHOM, [e30K:
cuxomarom [33], rmmoronnyeckumu pacrpopavu [34, 35]. Paspymenue muaro-
XOHFpHH YIABTPAsBYKOM TonuocThio cuymact euusinue AT wa oxucnnrens-
moe docpopnauposanue [36]; 2) B ornmune o7 carurcvuunya ATH nurubupyer:
B MHTAKTHHIX MATONOHIPHAX Taksme H cydcrpaTroe dechopruinposanne npy
oxucaennu o-kerorayraparta [37—39], xors camo mo ceGe cyScrparnoe doe-
popurnporanme ne unrndupyercs ATH [35, 39, 40]; 3) B ormuuue or onuro-
MHLMHA, KOTODBHI muTHOmpyer oxucaurenpnoe decdopunuponanue n ATP-
a3HYI0 aKTHBHOCTH HWeoOpatumo, nnrutupyiomee prmanue ATH xosrypenrno
1o ormomenuo kK ADP w ATP [35, 41—44]; 4) onur OMMIH TOPMO3HT [IBIXAHHE’
Muroxouapuit, pasobmenmoe apcenarom, ATH — mer [38, 45, 46], !



Ananor ATK — 4-rapGoxcuarrpartmiosun (KAT), naBecTnrii Takyke mog
HazBaHueM «rymmudpepuny [29, 47, 48], nmeer 8 50 pas Gosree BLICOKOE CPONCTRO
K AHT, wenm ATH [49, 50]. Coorsercrayromue KOHCTARTH UHTMOHPOBAHHA W
KomcranTsl jucconmanuu Kommiexca AHT — mmrubnrop pasusr Kjark
91077 M, ](ﬂ(r'\TH) 8.10787 M, [(i([.QAT) 1-1078 M, Kn(HA’I‘) 8107 M [29,
49, 51, 52]. Hpyrusm Bakusm oramuneM HAT or ATH asnaercs uekoHxy-
perrTHbE xaparrep wurubuposawus rpaucopra AH [29, 53]. Hmeworcs, op-
HAKO, gampsie, gro B npreyrersmn ADPy Ky nua KAT Bospacraer or 5-107
o 1,6-107% M; sro yxassBaer Ha 10, 9r0 AH u B upucyrcrsun KAT womry-
pupyer 3a MecTo cBasmBanua wma wepemocuynre [50]. ATK uw KAT orasmBamor
HefCTBIE TONABKO ¢ HAPYKHOW CTOPOHEI BHYTPEHHEH MeMOPAHB MMUTOXOHIDMIiA
(8, 54, 55] u WErHOUpPYIT TONLKO MocTymiaenue, Ho He BEIxoxX AH M3 muro-
xougpuit [29, 56]. Kpome roro, B pajge pabor mo ceasmsaumo [*S] KAT ¢ mu-
TOXOHAPUAME U CYOMHTOXOHIPHAJIBHBIMA YACTHIAME OBIIA LPAMO IIOKABAHA
acuMMeTpus cpgsprBamus unruburopa ¢ AHT [51, 56].

B WMugonesun cpenm MeCTHOrO HaCEMeHHs PACHPOCTPAHEH HATIMTOK «GOHI-
KPEK», KOTOPHIA TOTOBMICA M3 MOJTOKA KOKOCOBHIX OpexoB. Muorma mabiiona-
JIUCH CHYYaK MAaCCOBOI'O OTPABIEHUA JIIOJEH 3TUM HATMTKOM. BLLIO BBIACHE-
HO, 9TO TOKCHIECKHIl IIPOJYKT, HA3BAaHHHM GourkpekoBoir rucyoroin (LK),
06pasyercsa mpu cOpa/KMBAHAN KOKOCOBOTO Mojoka Streptococcus cocovenans
157, 58]. Xora npogsaenue wrrnGupywomero sruaaus ATH, KAT n BIX na
PYHRIAOHANBHYI0 aKTHBHOCTH MWTOXOHIPHI ONMHAKOBO, HMEIOTCA IIp I HIIH-
OHaNbHEE PA3IMYAA B MeXaHusMax fefcrBus atuy coemwuenuit. BH unrutn-
pyer axrmerocts AHT merowrypenrHo o ormomennio ¥ AH [29, 59 —61].
ATH u KAT ymanawor ADPy u ATPg ¢ MecT ux CBASLIBAHUA HA NEPOHOCUYLKE
{55, 62]. BH, maobopor, yseimunsaer cBsAsuBanue AH ¢ mepemocdmxom, opn-
vem AH B cBow ouepens ycunusaior ceaseBanuwe BH [61, 62]. W3 sroro 6w
cHenay BuBON 0 wompopMarmounnx uaMmeseHuax AHT mon smusmwem ADP
g BH, mosroMy Heroropsie aBropbi HasmBawT BN annocrepnyecKuM MEHIM-
Garopom [29, 50]. BK mposiBiger o9eHb BHICOKOE CPOACTBO K TEPEHOCUMKY,
ynaxasg ¢ AHT ceasammyo ATH, mo me KAT [62, 63]. Kouncranta uurubupo-
Banma rpamcnopra AH mpm peiictsum BHR ouens neBexura—(2—8)-1078 M
[64]. B ormmaue o1 ATK u KAT, xoTopsie B METAKTHLIX METOXORAPIAYX HH-
rabupator obmen AH menee wem 3a 0,5 ¢ [10, 611, BK mpossuser mefictsue
Yepes HECROABKO Muayr wHKyGamumm [60, 61, 65]. Bpemenuaa saBmCuMOCTH
maarubuposanus tpagcuopra AH mpu gedcrBunm BH oumpenensercst reMuepa-
rypoit u pH. Ecam npu 25° BK unrubupyer akrasaocts AHT gepes weckonnro
MmryT nakyOanun, to npu 0° BK mesdderrusna pnase mocae WHRYOaruu b
Tegerne 15 muu [61, 64]. Eme Goapme sasucur sausune BK ma axTusocTs
AHT or sexwgmnsr pH. IIpn pH > 7,3 namxe npu 25° BH neadderrunua [60,
61], a mpu pH << 6,5 marnGuposanuwe Habmaomaercs paxe upu 0° [61].

Hanuaue nar-mepmoya, xapakrep remmeparypHoil u pll-zaBucumoctir nu-
mubapyomero rgarns BHK. wa rparcomopr AH xopowmo ofpscuaoTcs 0cobeH-
gocTAMI xmMuaeckoro crpoenns BH w npenmomomenuem, uro BH cBsasrBaer-
CA ¢ TEpPeHOCYMKOM €O CTOPOML Marpukca. ITo xuMmugeckomy crpoenmo BK
upencTaBIger o060l MOTUHEHACHIEHHYD TPUKAPOOHOBYO RUPHYIO KHCIOTY.
Js rpex KapGOKCHJABHEIX TPYNN H3MepeHHbe Beaanubn pK G TIpuMepHo
paBHE (~5,3) [66]. IIpexmonaraercs, Wro WOmOGHO APYLHM JNHUIOPHILHEIM
cnabum Kucxoram G mpormraer gepes BHYTpEHHION MeMOpamy MUTOXOHMI-
pui B Hemuccoummpopanuom Bume mo rpapaenry pH [61]. Cormacno pacaeran,
woumearpauus BH, B 10° pas Goaswme, wem BHy, ma ramgyio empmwmny
ApH [30].

pH-3apucumocts muruGuposamnsa meperoca AH wmpu peitcreum B mos-
BOJAET NMPENIONORUTE, 9TO Tpexijle, ueM mHrudnrop cpazkercsa ¢ AHT, ou
JOMKREeH TPOHWKHYTH B MATPHRC wepes anmnupuyio ¢asy memGpamer [61].
TeMmeparypHYIO 3aBECAMOCTS d(derTurocTy B ¢ 910it TOYRY 3pEHAS HYKHO
paccMaTpUBaTh Kak pe3yiuprar maMmesenms monsikuHocTHE LI BauongHok dase

{30, 63].
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Bonrkpexosasn wucnora. Mzomep BI — m3oGoMrkpexopas KuciaoTa OTAHYAETCH Kompu:
rypanueit gurapboxcnnpbHoro konna mojerys. BIK — mpanc-usomep, usoBH — yuc-so-
Mep o RNE

Wsygenme snusmuma ATHK, KAT u BE na ¢csasmsanue u obmen AH B yan,
TPA3BYKOBLIX CYOMHTOXONAPHAJLUBIX TaCTHOAX OGHADYMIIO PHI BARIBIX
ocobennocretit AHT. OspyuuBanne MUTOXOHIPHE CHALHO MHAKTUBUDYET Ie-
pernocunx [63], Tem me mermee cnasmpaune w oomMen AH mposaBIso0T wyBCTBU-
reasuoets ® unrnburopam. ATH n KAT ropmossT ofMen TOABKO B TOM CIy-
9ae, echu OHK ObIE 700aBMeHb K MUTOXOHADHAM X0 03ByumBamms [DHl, 56,
63]. C npyroit ctoponsr, BK orasmBaer Ha CyOMETOXOHAPHANBHEIE YACTHILHI
neitcrnue aewnee yenm 3a 0,2 ¢ w Bue sapucuMocTy o7 Besmunusl pH cpemsr [63,
67]. DTH marniLTe CBUJIETENBLCTBYIOT O HAJMUAW ACUMMETDPHI TepeHoCYnKa, Ko-
TOPAs TPOSIBASETCSE B PABIMIHON wyBCTBOTENLHOCTH ero K muruburopam. Co
croponst mMarpuxca AHT useer ymepennoe cponcreo k ADP w ATP, ouenn
nuzroe — k ATH o HAT u seicoxoe — & BH, co cropomsr mnmronmasmu
ymepenuoe cpoyictso kK ADP w ATP, smcoroe — x ATH u KAT u nnaxoe —
g BE. 9ror tun acummerpu, mo muenmio Haunrentepraw np. [68], ssnserca
CBOMCTROM WEPEHOCUWRA ¥ OTIMYAETCst oT acuMMerpun nepencca ADP uw ATP,
KOTOpas HpefcraBxser cofoil pesyrprar SHEPTH3auwu MeMOpaHLl MHTOXOHI-
pui.

ATHK, HAT n BH cmrpaan Godsmiyio ponsh B BEIACHEHIM MexawusMa  of-
merma AH m AH-3aBucuMpIX peariuil 8 MHTOXOHAPUAYX, ITH HETHOHTOPH 009~
HO mpuMeHrstotes: 1) ¢ mensto Gercrpo ocranapausarh o6Mer A B HHTAKTHBLX
MUTOXOHAPHAX M CYOMUTOXOCHAPHAMBHEX vactuiax. Ias 5T0oro jyumie uc-
noiesoBarh HAT u DK; 2) naa uzyvenus ¢ momompio ATH nu KAT mavarpwon
rurernsy obmena AH B MHTARTHHIN MUTOXOHJAPHAYX, a ¢ momomuio BH — =
CYOMUTOXOHAPUHANLHEAIX YacTuUax [63]; 3) mua yeTaHOBIEHNA JOKANHM3aLMH
pearmuil B MuroxoHapuax, B Koroperx yuactsyior AH. Hampmvep, rax 6oura
YCTAaHOBIEHA JoKAZH3auusA murpyaanncnurerasy [69] w muroxomppuwanasmoi
PHH-ttommmepaser [70]; 4) nmas serpenenng w upenrudpusammn AHT nz -
TONOHAPIANLIEX arcTpawros [71, 72].

Unrnonposanme rpancnopra AH amun-npowssopusmm CoA

Warepec ¥ AHT rar Mecry peryisipni SHCPTETHYECKOTO 00MEHAA B KIETKe
BO3POC TOCIEe TOTO, KAk OBIIO YCTAHOBICHO, 4TO SQUPHI MREPHBIX KHCIOT Ii
CoASIH gBIHIOTCA MOIHLIMH KOEKY pEITHNME HETHOWTOpaMu Tpaucropra ATP
u ADP yepes suyrpewmioro MemOpawy muroxonmpnit [73—78]. Dror sonpoc
fomee TonpoORO PACCMATPUBALTCS B Panee OXyONNKROBAHEEIX 0630pax [79, 80].
B psme pabor Opito moxaszawo, uro pobasiemue HeGoNbIIHX KOHIEHTDAIMNIT
oleaTa K MITOXOHEPUSAM Tedeuil Bhigwizaer wrruduposanne DNP-cramymrn-
poBaunoit ATP-astr i psajga JPYTUX UpOLeCCOB, 3aBHCAMMX 01 mepernoca A
uyepes BHYTpeHHIOW MeMOpamy muroxomapuit [81—83]. TTosnnee Gmao norasa-
w1, yro mErnbuposanue rparcuopra All 063380 He HEMOCPENCTBEHHOMY BIMSA-
HUO JKIPHBIX KUCI0T, a oOpasopasumumMes w3 uuX anuia-CoA [73, 76). TTpugenm
OKR&3aJ0Ch, 9T0 HaubONbIncH dPPCKTHRHOCTHIO 06Ma/laloT >PUPHL KIUPHBIX KIC~
nor ¢ 12—18 yraepopusmn atomamu (76, 84, 851, B 1o BpeMa Rak OKTAHOMJI-
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CoA m gpyrue auuin-CoA ¢ Gomee koporkoit nensio Heshderrupusr pu 50 raxM
gouuentpauuax, a ameruan-CoA Boobute medpderrupen kar murndurop AHT
[76, 85]. Crnocobuocts awun-CoA unrubupopars rtpaucnopr AH e samsuemt
OT CTeIenn HeHAChIeHHOCTI sREPHAIX KUCTOT M UX cTepeocnenbuarocTa [84,
85]. HauGosee curpusie unruburopnr cpemu ammn-CoA — mannymuronn-CoA
71 oxeoun-CoA oKaspiBalor Taxoe Ae Bansuue ma rparcmopr AH, xaxk m ATHK
{74, 76, 85]. B oramuane or ATH cnaspsanue maasmuronn~-CoA ¢ MHTOXOHI-
pHAMU He HMeeT Hacoimalomero xapaxrepa [84]. Tem me Menee warubuposanue
AHT nansvmuromt-CoA u oxeowmin-CoA BRCOKOCTEII(DUIHO U KOHKYPEHTHO O
orHoureauio Kk ADP, u ATP, [74—76, 78, 86]. K, naa naxomurous-CoA oueHn
mesenuka (0,1—0,5 wvxM) [78, 86] u B mepecdere Ha MHTOXOHAPHANLHLIE GEM0K
pagra (1—5)-107 M [76, 84]. 910 HCRTIOUALT BOSMOIKIOCTS HHIMOADOBAHIS
ORHCTNTEABEOTO GOCHOPIINPOBANUA BCASJCTBUE ITOBPERIAGHNAA MUTONXOHID H-
ANBHON MeMOpaHbl, MOCKOMbKY KOHCTAHTA MUHLEMIO00PA30BAHMA I Talb-
muTomi-CoA pasma 3-—4 mxM [87, 88]. ITawos u mp. [78, 86] mokasanu, aro
K., moma ADP B arrgBuoMm MeraboJuueCKOM COCTOAHHN 3aBHCHT 0T BEJu-
TUHBL JLIXATEILHOTO KOHTPOAA MUTOXOHAPUIT, Ho K ; mia mansMuroua-CoA ue
BABHCHUT OT CTEIEHM 3HEPTH3AMMI MUToXOHIpHi w pasna 0,5 amxM. Iro roso-
puT 0 ToM, 7T0 ammi-GoA BIUAET TONBKO Ha mpoliece cpaswsanna AH ¢ mepe-
HOCUMKOM M He sarparfuBaer mpomece mepewoca AFH, sapumesmuii or amepru-
samun memGpanst Muroxouppuit [86]. HurubGupopawme neperoca AH rrame-
MuTo-COoA CHUMARTCA TPeHHKYGaIpell Mutoxounpuil ¢ Kapuwrwonm [73, 78,
86] u BCA [76, 87].

Cpoiicrsa AHT

Ipmvenerwe rarwx Boicowocmelyipuansix nuranmos, xkax ATH, HAT u
BK, cmocofcTBoBano BHABIEHII0 MHOTMX 0COGEHHOCTefi CTpoeHus I (yHK-
wuornposanus nepernocanka All. TTo ceaswiBammo mewensrx ALL w mnruduro-
POB OBLIO OMPEAEASHO YACTO CHEeNHGUIECKNY MCCT cBaswBamms (N), coorner-
crayiomux AHT. Dna muroxonnpuit mewenu kpeic N cocrasaser 0,12—0,16
MEMOMR/T Gemka, IIg MuroxoHmapuil cepmua — 0,6—1,0 [51, 356, 89, 90].
Bonxpmee wonmuecrno mect casppanma AH uw HAT B muroxouapusx cepama
COOTBETCTBYET HO0JICE PA3BHTON B HUX JIOREDXHOCTH BHYTPEHHEH MeMOpaHbl 10
CPaBHEHITIO ¢ MUTOXOHIpUAME weyein, [[09ToMy Ipi cTapensnl METOXOIID UK
cepmua Gercrpee reparor AH,, wem amroxowgpun megenn [9]. B pacuere na
OUTOXPOM ¢ 9UHCIO CHCIMPHIeCKHX MecT cra3pBarusa AT cocrapirsner (MoAb/
JMOIB MmroxpoMaa): Jus Muroxounpuit megewr 1,0—2.0, qng MuToxOUAP T
cepama 2,5—3,0 [91]), mua aposkessix Muroxougpuit 1,5—2.0 [92], mra sw-
roxougpwnit xapropeas 3—5,0 [93]. TlockomBEKY B MHTOXOIPUAX TITLINT CO-
mepmnrea ~0,12 mrmonn F-ATP-asn [94], 7o ortnomenue ATP-ase/AIT »
Aax Oausko K emumuure [95].
© Tlo nerrecuenno AH co cuemuduaecknx MecT CBABLIBAHNA HHLUOUTOPaMI
Oorro wawmewo, wro AT Muroxomnpuil cepiuta upospiser 6ojiee BEICOKOE
cpopcreo ® ADP, wew AHT suroxougpuit newenu. Coorercreymomue K; Obi-
I PaBmEel ATS MaToxorupuit cepmima 1,4-1077 M, mus METOXOUADUE HedeHy
9.1077 M [89]. Ha ocHOBaHHM 9dCHa MOJEKYJ IEPEHOCTHRA B MITOXOHAPUAX
medeny i cropocty rpaucuopra AH Gpmo mafigeno wucmo o6opoToB IEPEHOC-
grra. [Tpn 2° oo pasro 40 —60, a mpm 20° — 16002000 of/»mm [90, 91, 96].

O xapawrTepe MCCT CBABLIBAHIA C BHENTNEHR CTOPONLI BHYTPEeHHel MeMOparbl
MHATOXOMAPHE B KAKOIM-TO MEpe CBUIETENBCTBYIOT NAITHLIE MO H3YUCHUIO BJIH-
aaua ua AHT pasmoaverx npomssonusx ATH, KAT [29, 95] n awui-CoA
1761. Ambupmabusric xaparrep ATHK, RAT i arma-CoA memaer sti memectna
HECIIOCOBHFIMIL UPOHIKATS uepes Buvrpenmoi smemopany [95]. Hanuse 06
acummerpuu ceasnpadug ATH, HAT u BK ¢Muroxompusay g ¢y SMuUTO XOH/-
puanbunu gactamama (51, 63] yraswBaioT Ha To, UTO MECTO AEHCTBMA HHIK-
BUTOPA OMPEAeNACTCH HE TOABKO ero CIOCOOHOCTHIO HPOHUKATH uepes Memod-
PaHy, HO K CBOMCTBAMU IIEPEHOCUIKA.
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Npouspogrme ATHE [95]: ATH (R = H), KAT (R =
= COOH), anoATHK nam anoKAT (B o6oux chryyasx ypa-
JeH OCTATOK W30BaNEPHAHOBOH KHCAOTH)

[To xapawrepy wuuarubupyiomero Bamanusa mHa AHT wpomspopnme ATK
MOYKHO DPAa3NeTnTh HA fABe rpynnbl: 1) XKomrypeurmwe wuruburopsr — ATH,
arrpartrnrenna, amoHAT; 2) wmeronrypenrusie wnruburopsr — HKAT, cre-
Buox, jperugpocresmorn [29]. Camraercs, 4ro HOpAHTEPIHEHOBAas KUCI0Ta (aT-
TPaKTAATEHUH) OTROTCTBEHHA 3a y3HaBawme Mecra cmaswBsamusa ma ATIT {11,
29]. 3amena » mouexyne ATH COOH-rpymmsr na CIH, wpusomur K moamoil
norepe axrusuoct [11], a BBememme Bropoit kapHoxcmabmoii rpymns (KAT)
TOBHIIIAGT AKTHBHOCTh WHIHOGHTOPA I JefaeT ero HeKOHKYPEeHTHLIM HO OTHO-
mernio &k AH [53]. Hexourypeurdsiii xaparrep MHTUOHDPOBAHWA TPOABII-
ercn i npu Beemerun B Moneryay ATH B monomenne C-4 MeTHABIOA TDyIIHL
{crenmon) (14, 29, 97]. Bonsmoe sHauengne NIA CIPYKTYPHOM KOMIUIeMeHTap-
mocri ey AHT u uarnburopaMm aTrpakTUIOBOTO PAJA HMEeT OCTATOK H30-
pasiepuanoBoll wuexorsl. Ypaneuue ee ua moxerynsr HAT (anoHAT) meaaer
AErAGHTop Kourypedtasyt mwo ormomennro k AH [29]. HeobxomumocTs yrire-
BOXOPONHON Iy Uit TPOSBIHI HHIHOMPYIOMWero feficTais 0Co0eHHO JETKO
Bugna #a nmpuMepe aruia-CoA. Beposrwo, ansa durcanuw wHruduropa Ha me-
PEHOCYMKE HEOBXOMEMO HAXUMUNEe FHAPOPOOHOro BBAMMOLEACTBIA MEKILY THi-
PODOGHRIM YIACTKOM MOJGKYJBl MHTHOMTOPA ¥ JUIMIHOH WACTHIO MEMOpamsl
(76, 95]. Bumecre ¢ TeM Ha IpHMepe HHTHGHTOPOR ATTPAKTHIAOBOLO pAAA N
ammi-CoA BHAHO, 9TO XaparTep HHTUOHDPYIOMEro [efcTBHsA 3aBHCHT OT OI-
PEIEeHIION0 COOTHOINEUNA MERKAY TMONAPHLIMU W HEHOJLADHEIME YIACTRAMU
Mosteryx maruburopa [76]. B orofi cesasu wpejcTaBia0T HHTEpeC JaHHBIC, ITO
CoA ycunupaer mrrubupyioniee Biugsne BH B HHTAKTHHIX MHTOXOHIPUAX;
3TO BHIPAKALTCH NPEIKAE BCEro B COKPAWIEHII B JECATRIl pa3 Jar-mepuopa
[75, 98]. Bromne BosmoskHo, 910 aktuBammt B — neobxomuMpit sram B mpo-
ABACHNIH €€ WHIHOUPYIOMero KelCTBHM, KaK U B CJAYyd9ae NPYIHEX AI[WI-IpOous-
sommeix CoASH.

O6obmas ocobenrocTn crpoennda Haruduropos u A, mommo ckasars, aro
MHHEMaIbHEM TPEeOORAHEEeM IS B3ANMOMEHCTBUS JHTAHAA ¢ LePeHOCTHKOM
SIBIACICA HATHIHE TPeX AHHOHHLIX TPYII ¥ XapakTep HX NPOCTPANCTBOHHOIO
pacnmonomennsa [64, 76]. C mMOMOIIBIO TPOCTPAHCTBEHHEX MONEKYIAPHBIX MO-
nexeii OoLIo moxasamno, aro B Mmoaeryme HAT awkcuwambpmas COOH-rpynma
(8 moneryae ATH oma egumcrpennas) Moyker GIU3K0 TOXXONUTH K KAPOORILIIBHOR
rpynmne aQupHoi crasn B monoxkennn C-2 Tmiorossr. Jrsaropuansizas COOH-
rpynoa RAT pomxea ob6xagars O0odburedl KHCIOTHOCTHIO, YOM AKCHANLHASM,
TOCKOABLRY MOCIGAHAS B CHAY CTeDHILCKIX 0COTeHHOCTe Tpy/Hee MonBep-
raerca coxpparanmm [29].

HOnn obbacuenus ¢irocobIOCTH CTONEL PA3MHUHEIN JHUTAWI0B TOPMOBUTH
neperoc AH oo npenmonoseno, uro ATK, KAT w BK  smswBanTr KoH-
GopMATTIOHHbIE HBMEHSHAA B MoMeRyre repernocunka (29, 93). [Monrrepmpennem
ITUX MPEACTABACHMI TOCAYxuau mammupie, aro ADP moBnimaer uyscrsuress-
mocts AHT k meitecreuio runpodobnoro N-srmamanenmuna. B orcyrersue AH
N-srenmarenmarn we warubupyer oomern AH w caasmiranme ATH ¢ mepemoc-
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quroM [99—101). ITomumo N-srtmamanenmmuga momnobHoe NefiCTBHE OKasbiBaeT
ppyroit ammodunnueii SH-pearemr — ¢dycuue, #o e rHapodmnabuse SH-
peareHTH — n-xaopMeprypubensoar uw mepcanun [101]. Tamspe o cmocob-
roctm ADP pemackuposars yaactru crenuguueckoro ceassBauna ATH, KAT
[101, 103] u BK [104]) Taxme Opnw sHTEPIPETHPOBAHBL B TOM cMEICae, dTo ADP
BEI3BIBACT KOHPOPMAI[MOHHEE H3MEHEeHHUS MONEKYIH MePEeHOCINKa, OTKPBIBAS
TeM CAMBIM JOMOJHHUTEIbHEE MeCTa IJis CBA3BIBAHUA IHTAHIAOB ¢ DPaaloaKkTHB-
Hoil merkoit. Ilpu oTom npepmonaranocs, aro ATHK, KAT [29] u 8 ocoGennoctn
BHK [62] ceasmBarorcas ¢ AHT B yaacrkax, ¢ KOTOPEIMH He B3aHMONEHCTBYIOT
AH. 9rti mEraupsl PACCMATPHBAINCH Kax THINUHbE TPEACTaBATENN aJIoCcTe-
puueckux maruburopos [95].

B wocnenmee Bpems, oamako, Kamurendepr m ap. [50, 68] camraior, uto
foJiee HePCHeKTUBHO WHTEPIPEeTHPOBATH IpuUBeNeHHEe BHOIe LaHHEE, pac-
evarpuBas AHT Xakx moaBisHLI HepeHocuuK. JTY TOUKY 3PEHUA Pasfelsior
B macrosmee Bpems u apyrue aBropnt [101]. Cormacuo sroii rumorese, 00s-
saTeNbHbl compsimmenunil Tpancmopr ADP u ATP momer ocymecrBasarscs
aubo TWyTeM BpamaTesbHOro uiu IuddysnoHHOTO HepeMelleHwA NOABIMHOTO
DepeHOCUKKa, AubG0 B TOM Clydae, KOrXa (URCHDPOBAUHBIE IepeHOCTNK obpa-
3YeT «RomTposmpyesbie nopsy (gated pore) [68, 101]. B ofonx caysasx mpep-
MOJIAT&ETCS, UTO IIPH He3aHATHIX TouKax cBashiBanud Al meperocynk ne cxo-
coben QyuKmuonmpoBats. Tonbko npn ceaswmanum cyocTpara (ATP nan ADP)
nepenocank mobmausyercs [68].

B monssy mOjBHIKHOTO IepeHocunka CBUALTEAbCTBYIOT caelyiomye GaKkThi:
1) remmeparypuas sasucuaocts rpancmopra AH yrassBaer ma BIHAHNC M3-
MEHEHIA COCTOANMA AnnuHoir dassl, okpy:matomeit AHT [101]; 2) acunamerpus
nepernocamka [67, 105]. B coorsererBuu ¢ rHNOTE304 MOGHABHOTO IEPEHOCTHKA
npemonaraercs, uro KAT uw ATH ¢urchpyior mepesccunk Ha Hapy:KHOH,
a BH — ma sryrpenneit cropone BHyTpemmeit meMOpaun muroxouupuit [50,
68, 101]. ITo mmeruto KounrenGepra u ap. [68], runoresy mo6uABIOIO Tepe-
HOCUNKA TONTBEP/RAAIOT TaKsKe HaHHBe 0 «MaKPOCKOIMYECKUX» M3MEHeHHAX
roudopmarmu muroxonmgpui. Hom Bausnuen ADP B mpumcyreTBum 0JUTOAH-
muHa win BR MuToXOHIDUKM TORABEPTraloTCcsa HH3KOAMITHTY/IHOMY COKPAMe o,
a ATH u KAT smissBaror unsroaMmautyamoe nabdyxaume murtoxoHapuir [30,
50, 68, 106—108]. VMsrenenus roHOpMaIMK MATOXOHIPHI TPOUCXOAAT, KAK
cunrator Kawnrenbepr u ap. [68], B pesynbrare ¢urcanmn AHT masmyrpes-
He#l WIH COOTBETCTBCHHO HA BHEMIHEH Cropouwax BHyTpenneil memOparsl.

Pacematpusas AUT rax mopsmwusii mepenocynk, Kyuurenfepr w Op. B
pane obobmwarnmux pador [50, 68] mosHocTEI0 NepecMaTpEBAIOT IPENCTABICHIE
o roM, o AT, KAT u DX cBaAspBaioTcs ¢ alM0oCTepHIecKUM LEHTPOM HA
AHT. VYxasaumssie aBTOpBL CUHTAIOT, 4TO BCE UHIMOUTOPHI CBA3HBAKTCA C
neperocankoyM B ToM 3Ke MecTe, aT0 1 ATP u ADP, m RoukypupyIior ¢ HuMHm 3a
MeCTO CBSA3BIBAHUA, 00pasysa OMHapHBIE KOMILIEKCH ¢ Heperocankom. AH yen-
auBaiorT warubnpyiomee Bananue ATH, KAT » BK moroay, uro npu c¢BAsk-
BaHWH cyferpaTa ¢ NEePeHOCYUMKOM IOCHe Huil MOOHIM3YETCH N HePexOxuT Ha
Ty cTopony mMeMOpaHsl, ¢ KOTOPOH MeficTBYCT WHIUOUTOD. ¥ CHAeHNe CBA3LIBA-
nus AH mon Bausmumen B ¢ 9703 TouRwW 3penus ABIAeTcH KaRYIEMCA, TOC-
KonpRy BHR «sanmpaery wewensie AH suyrpu? smroxouapuit [68].

Poxs AHT B ofrues Mexammsve OKHCTITEIHHOLO
dochoprmpoBanis

Ho:(poéﬁoo uaydenue rpancrnoprta AH wepes muyrpenuolo memGpany Mu-
TOXOMAPUI TOXRazam0, aro monomenue u dynrnus AHT onpenersior mporue
CBOHCTBA Ipolecca ORECAUTENsHoro dochopuauposannsg. K BEM MOMKHO OT-
Hect crenmpmIHOCTE K Hykaeornmanm [109], remmeparypHyIo 3aBECHMOCTHL
(13, 15] u xunerngeckue mapanierpel cunresa n runponmza ATP [22].

Wmeroress, ofHAR0, pasiuIHbe TOYKH 3penWs Ha MmexammsM yuactus AHT
B 00meM Ipoliecce OKHCIUTENBHOI0 GoCHOPMAWPOBAHEA, KOTODHIE B 3HAUM-

14



TeJBHON Mepe OTpasKAIoT IPEefCTABIEHNA, CBOMCTBEHHEE CTOPOHHHKAM XHME-
TeCKOM M XeMHOCMOTHYECKOM rumores compsasmenua. Panx asropos [110—112]
npepnmonaraior, uro AHT 3a cger rpamcmeMmMOpaHHOTrO IOTEHIIWANA HepeKa-
quBaer ATP,'- w3 marpurca B IMTONNA3My LPOTHB IpPafieHnTa KOHIEHTpA-
nun. B pesynaprare sToro BemmumuHa docharHOre mOTEHIIMANA B IMTOIIA3ME
BEIIIO, 4eM B MATPHKCE MUTOXOHAPHUIL, a sneprusa rugpoinsza ATP B nuronaas-
Me BbIIOe, YeM B MATpHKCE, HA HECKOJIbKO KuiaoXamopuit ma 1 mons ATP,
[lpn srom upenmomaraercs obmen mexny AH; u A, Mwmeorca, ogmaxo,
HPOTHBOpeYaLie 3TOH TOTKe 3PEHUS TAHHEIe, 9T0 B AKTHBHOM COCTOSHIHN MUTO-
xougpuu ochopunaupyror ADP, F-ATP-asoit 6e3 mpegBapurensHoro cmenre-
mmsa ¢ ADP, [25], a curresuposanusii ATP mocrymaer o6partso B IUTONIASMY
Oes cvemenusa ¢ ATP, [24, 25, 113]. Ha ocHoBanuu »1ux mauunix Obira upep-
JIOJKeHA FHIIOTE34 0 CTPYRTYPHO-QYHRIUOHATLHOM KomIerce mexxay AHT m
F,-ATP-asoii 8 xome oxucaurensuoro Gocdopmamposanus [113].

Taxum o0pasom, K HACTOMIEMY BpeMeHH HeT e[MHON TOUYKW 3PeHus Ha
MexamusM QyHKITHOUMpoBanus mepenocuunka AH m Townnit xapaxrep B3am-
MocBsa3u M@Ky TpaHcuoprom AH m mx mpeBpaimeHMAMU, KATATH3UPYEMBIME
F;-ATP-azoit. Ognaxo MoKHO cuutarh HokaszapunM yyacte AHT B ofmem
MEeXaHU3ME ORUCHUTeNHHOr0o GochOopUIHPOBANUA W B PeryiIslud NpPOIecCoB
TpaHCPOPMANUU DHEPTUM B MUTOXOHIAPHAX ¥ KJIETKe B I[ENOM.
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MITOCHONDRIAL ADENINE NUCLEOTIDE TRANSLOCASE

PANOV A. V,, LYAKHOVICH V. V,

tInstitute of Clinical and Ezperimental Medicine, Siberian Branch
of Academy of Medical Sciences of the USSR, Novosibirsk

The review deals with the properties and mechanism of highly specific ADP and
ATP transport through the inner mitochondrial membrane which is performed by the
hydrophobic protein — adenine nucleotide translocase (ANT). Such properties of the
overall mechanism of oxidative phosphorylation as nucleotide specificity, kinetics, tems=
perature and pH dependence of ATP synthesis or hydrolysis are determined
by ANT. The transport is realized as an obligatory coupled counter-exchange of
endogenous and exogenous adenine nucleotides and depends on the metabolic state of
mitochondria. The energisation of mitochondria favors the exchange of exogenous ADP
against endogenous ATP. Specific inhibitors of ANT, such as atractyloside (AT), 4-car-
boxyatractyloside (CAT), bongkrekic acid (BA) and long chain acyl-CoA’s appeared
to be very useful in the studies of adenine nucleotide transport. These inhibitors to va=
rious extent compoete with ADP and ATP for binding sites on the carrier. AT, CAT and
acyl-C>'A inhibit the AN transport from the outer side] and BA — from the inner side
of the inner mitochondrial membrane. The current hypotheses on the mechanism of ade-
nine nucleotide carrier functioning are discussed.



