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B manHOM aHAMMUTHYECKOM 0030pe Ha MOJCIBHBIX U IPUPOIHBIX CHCTEMaX PACCMOTPEHBI Pa3HbIe CIIOCOOBI TeHe-
panuuy MeMOpaHOCBSI3aHHBIX ITPOTOHOB, MCIOJIB3YIOIINE Pa3IMIHbIC BHEIIHNE UCTOYHUKY SHEPIUU. AHAIU3 T0-
Kasaj, 4To BCe TPU PACCMOTPEHHBIX TUIIA PeaKMil conepkaT OJMHAKOBYIO KJIIOUEBYIO CTalUI0 CUHTE3a MeMOpa-
HOCBSI3aHHBIX TIPOTOHOB — IMCCOIMALINIO 3JICKTPOHENTPAIBHBIX KUCIIOT bpeHcTena Ha Mexxdas3Hol rpaHulie TTpU
nepexoae U3 ruapodoOHoit (a3bl B BOAY C HU3KOM AMIEKTPUYECKOI ITocTossHHOM. Ocoboe BHMMaHUE B paboTe
obpariaercst Ha TO, YTO Ha OJHOM U3 aHAIM3MPYEMbIX MOJIEIBHBIX CUCTEM MeMOpPaHOCBsSI3aHHBIE TIPOTOHBI 00eC-
MeYnBaloOT dHeprueii peakuio cuure3a ATP. B 0630pe mpuBoAsSTCS JaHHBIE, ITOKA3BIBAIOIINE, YTO aHATOTMYHBIIA
MEXaHM3M CHHTe3a MeMOpPaHOCBSI3aHHBIX MIPOTOHOB B CHCTEME OKUCIMTEILHOTO (PochOopUInpoBaHUsT OCYILECT-
BIISIETCSI TAKXKE HA IIPUPOMAHBIX MeEMOpaHaX, B YaCTHOCTH, Ha MeMOpaHaX MUTOIUIACTOB X MUTOXOHIPUIA. AHAIN3
oKa3zaJl, YTO SHEePrysi OKMCIUTEIbHBIX peaKiuii, KoTopast odecrieunBaeT cuHTe3 ATP, Ha MpoMeXXyTOYHOM cTaguu
3amacaeTcsl He TOJIbKO B hopMe TpaHCMEMOPaHHOTO 3JIEKTPOXMMUIECKOTO ITOTeHIIMala MIOHOB BOJOPOIa, HO TaK-
K€, ¥ MOXKET OBITh Jaxe B IIEPBYIO 04Yepeb, B hopMe (ppaKLiny KOHOB BOAOPO/IA, JIAOMILHO CBSA3aHHBIX C [IOBEPX-
HOCTBIO BHYTpeHHe MeMOpaHbl MUTOXOHIpU. [Tpoliecc 3armacaHust SHEPTUN B MUTOXOHAPUSIX Hepa3phbIBHO CBSI-
3aH C IIEPEHOCOM MOHOB BOAOPO/Ia, KOTOPBIE OMHOBPEMEHHO UCITONHAIOT ABe QyHKImK. DpaKiinsg KOHOB BOIOPO-
Jla Ha TIOBEPXHOCTU MEMOPAHbI SIBJISICTCS IEPEHOCYMKOM M HOCHTEIEM CBOOOIHOM SHEPTUM U B TO Xe BpeMs He-
MOCPEACTBEHHBIM CYOCTpaToM (pabouyrM TeJIoM), 00eCTICUMBAIOIIMMHI IBIDKEHUE PaOOYMX 3JIEMEHTOB CIIOXKHOM
OMOJIOTMYECKOI MallHBI, KoTopoii siBisgeTcs F F,-ATP-cuHTaza.

KJIIOYEBBIE CJIOBA: MeMOpaHOCBSI3aHHBII TIPOTOH, MOH BOAOPOIA, MeMOpaHa, MUTOXOHIPUM, OKUCIUTEIb-

Hoe dochopunpoBaHue, CylepKOHIEHCATOP.
DOI: 10.31857/S0320972522020063

BBEJIEHUE

B Hacrostiiem 00630pe mpoBeAEéH aHalu3 JaH-
HbIX 00 y4acTUU MPOTOHA B HAYAJILHOM CTaauM 3a-
rmacaHusl SHEPrUM B MUTOXOHIPUSIX. AKIIEHT B 00-
30pe cIoejlaH Ha paboTax, BBHIIIOJHEHHBIX paHee B
Halei 1adbopaTopru, OTHAKO aHAIU3 JAaHHBIX OCY-
LLIECTBJISIETCS C YUETOM BKCIIEPUMEHTOB APYTUX UC-
clenoBarelbcKux Ipymil. IlokazaHo, 4To 3amaca-
HUE SHEPTHMM B MUTOXOHAPHSIX OCYIIECTBIISICTCS
NyTéM peakUMU CBSI3bIBAaHWS MOHOB BOAOpPOIA C
MeMOpaHO#i ¢ oOpa3oBaHUEeM (pakKIIMM MeMOpa-
HOCBSI3aHHBIX IPOTOHOB, 00JIAAAIOLIMX U30BITKOM

[Ipunsteie cokpameHnus: BJIM — OucnoitHas aunun-
Hast MmembpaHa; OKC®OC — oxucnurenbHoe hochopmimpo-
BaHUeE.

* AnpecaT Uit KOPPECTIOHACHIINH.

cBOOOAHOI sHepruu [1606ca, TO eCcTh TOl PHEPTUH,
KOTOpasi MOXeT ObITh MCII0Ib30BaHa IJIsl COBEpIIIe-
HUSI CUCTEMOM I10JIe3HOM paboThl. B paboTe Ha oc-
HOBE UMEIOIIUXCS OMyOJIMKOBAHHBIX DKCIIEPUMEH-
TaJIbHBIX JAHHBIX aHAJTU3UPYIOTCS CBOMCTBA MEMO-
pPaHOCBSI3aHHBIX IIPOTOHOB M IIOKA3BIBACTCS MX
yyacte B peaknusx cuHTe3a ATP. @paxkung
MeMOpPaHOCBSI3aHHBIX TIPOTOHOB, COTJIACHO TPOBe-
IEHHOMY aHaJIu3y, 00J1aJaeT CBOOOAHON dHEpTUeii
B IBYX (popmax. YacTb 3TOI 3HEprumn o0yca0OBICHA
JIOKAJbHBIM KOHUEHTPALUMOHHBLIM TOTEHLMAIOM,
C03/1aBaeMbIM I'PaIU€HTOM HOHOB BOAOPO/Ia B IIpH-
MeMOpaHHOM cioe. [pyrasi yactb OOycCJOBJIeHA
0COOEHHOCTSIMU THUApPATHOM 060soukr H-1oHOB,
o0pa3yeMoli B IIpOLIECCe UX COJbBaTallMi Ha MEX-
¢asHoit rpaHuie. amee B TeKCTe MMEHHO 3T
KOMIIOHEHTbl 3HEPruy OyayT MHoapa3zymMeBaTbCs
Moja M30BITKOM CBOOOJHOW 3HEpPruu (pakiuu
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MEMBPAHOCBA3AHHBIE ITPOTOHbI

MEMOpPaHOCBSI3aHHBIX IIPOTOHOB, a IPOILECCHI,
OpuBoAsIIMe K UX (POopMUPOBAHUIO, MOAPOOHO
IIPOaHAIN3UPOBAHEL.

Kak uzBectHo, 1. MuTt4en noctyaupoBal, 4To
MEPBUYHBIM aKKyMYJSITOPOM 3HEPIrMU OKHUCIU-
TEJbHBIX PeaKLMii MUTOXOHAPHI SIBIISICTCS 3JICKT-
POXMMUYECKUIT ITOTEHIIMAI MIOHOB BOIOPOIa, KOTO-
pBIit 0Opa3yeTcs mpu TpaHCMEeMOpPaHHOM MepeHoce
npotoHoB [1]. Tunore3a Mutuenna OblJla MHOTO-
KpaTHO 3KCIEPUMEHTAIbHO IIOATBEPXKICHA, B 4acT-
HocTu, paboramu Skulachev et al. [2],
Liberman et al. [3] u Dracheyv et al. [4], KoTOpEIe 10-
Ka3ajIu IIPUCYTCTBHUE 3JICKTPUYECKOIO IIOJNSI Ha
BHYTPEHHEN MeMOpaHe MUTOXOHApPHUI B Mpoliecce
paboThl CUCTEMBI OKUCIUTEIFHOTO (hoCcHOpUINpPO-
Banus (OKCPOC). OnnoBpemenHo ¢ 1. Mutaen-
JioM B 1961 . P. BusnbsiMc mpenjioxXua MOAeIb Ipo-
TOHHOI'O COIPSIKEHUSI, B KOTOPOIf HayaJbHOM CTa-
IHel 3alacaHMsl SHEPIUU SIBJISICTCS peaKilvsl IIpsi-
MOTO B3aMOJICICTBHSI MOHOB BOAOPOAA C MOJIYyIIPO-
Huuaemoit memo6panoii [5]. Ilozmnee . Kemn
B 1979 1. Ha ocHoBe Monenu I1. Mutyemnna, cornac-
HO KOTOpPOI1 IIPOTOH, HEe B3aMMOAEHCTBYS C MEMO-
paHoli, repecekaeT e€, MPeMIoXUI CBOIO MOJEb,
COINIaCHO KOTOPOI, HalIpOTUB, MPOTOHBI B3aMMO-
NEMCTBYIOT ¢ MeMOpaHOI 1 HaKaruBalOTCs B He-
MOCPEACTBEHHOM OJM30CTU OT HEE. DTO MO3BOJIUIIO
eMy OOBSICHUTDL HaOII0JaeMblii Ha ajKaIu(GUIbHBIX
bakrepusix apdext cunTe3a ATP rmpu upe3BruaiitHo
HU3KOM IpagueHTe MOHOB Bomopoda [6]. OmHako
clieyeT OTMETUTh, UTO BBeIEeHUE B Moaciab MWuT-
yeJljla JIOMOJHUTEIbHON CTaiuu TOPMOXEHUS HO-
HOB BOIOpPOAa IIPA B3aUMOIEHCTBUHN X C MeMOpa-
HOIl (akTUUecKu TpaHCHOPMUPOBAIO MOJIELIb
MuTuenia B MoJeb BuibsiMca, cortacHO KOTOpOii
HaYIbHOW CTaaMeEN 3amacaHusl 3HEPTUM SBJISIETCS
B3aMMOJCHCTBUE IIPOTOHA C MeMOpaHoil. BaxHo
yKa3aTh, 4YTO B aJIKaTM(PUIBHBIX 0aKTEPHUsIX, COIIac-
Ho monenu Kemna, cucrema OKCOOC dyHKIMO-
HUpPYET B IIOJTHOM COIJIaCHUM ¢ MOJeblo BuibsiMca,
IMOCKOJIBKY HaJyaJbHas CTaausl B3aUMOJICIICTBUS
MPOTOHA ¢ MEMOpPaHOU MEeUCTBUTEbHO KOHTPOJIU-
pyet pabory Bceit cuctreMbl OKCDOC. MHTepecHO
OTMETUTH, 4TO I1. MUTYEII1 B OMHO 13 CBOMX ITO3/I-
HUX padOT ToXe MpU3HaI, YTO 0OJIbIIAasI YacThb MPO-
TOHOB JIOKAJIM30BaHa B IIpUMEMOpPaHHBIX 30HAX U
JIMIIP HE3HAYMTeIbHAs YacTh IIPOTOHHOTO TOKa
obecneyrBaeTcsl MPpOTOHAMU B 00bEMHOI hasze [7].

11 TOro 4ToOBl peaanu30BaoCh MPSIMOE IIPO-
TOHHOE COIIpsikKeHre 1o BuibsiMcy, MOH Bogopoaa
IOJDKEH HEKOTOPOEe BpeMS yIepXKHUBaThCsS Ha
MeMOpaHe, oOpa3ysd C Hell JaOMIbHYIO CBSI3b.
Briepsrie a(pdexT cBSI3bIBaHNS MOHOB BOIOPOIA C
MOBEPXHOCTHIO MeMOpaH ObT 0OHapyxXeH Ha ¢do-
TocucTeMax: B pabotax FOHre Ha MemMOpaHax Tuaa-
KounzaoB (corsacHo [6]) m B pabore [dpaueBa u
COAaBT. Ha POJOTICMHOBBIX OngmKax [8]. B Hameit
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nadopatopuu B HUM dusnko-xumuyeckoi 61o-
noruu uM. A.H. benosepckoro, MI'Y, coBMecTHO ¢
naboparopueit Muctutyra anekrpoxumun PAH Ha
MOJIEJIBHOM cUCTeMe OBbIIO ITOKA3aHO, YTO SHEPTHUS
MOHOB BOJOpOJa, 0Opa3ylomuxcsd Ha Mexkda3Hoi
rpaHulie, MOXeT ObITh UcHojb30BaHa ATP-cuHTa-
301 B peakuuu cuHTte3a ATP [9]. HanbHelue uc-
clleoBaHMsI B psine JlabopaTopuil MmokKa3zaiu, 4TO
CBSI3aHHbIE ¢ MEMOpaHOIl MOHBI BoJoOpoaa obiaga-
0T BBICOKO TOABIDKHOCTBIO ¥ IIEPEHOCSTCS BIOIb
MeMOpaHHOU rpaHUIIbI TOpa3ao ObICTpee, YeM 00-
MeHUBawTcs ¢ BogHo# ¢azoir [10—15]. Tak kak
SHeprus MeMOpaHHOI (dpaKIIMy IIPOTOHOB JOCTa-
TOYHa 1 obecrieueHus cunre3a ATP [9, 16, 17],
CTaausl TpaHCIOpTa IPOTOHOB BAOJb ITOBEPXHOCTHU
MeMOpaHbI, MO-BUIMMOMY, BKJIFOUEeHA B paboOTy Cy-
nepkomiuiekca OKC®OC, copep:kaliero 3jeKT-
POH-TPAaHCIIOPTHYIO CHCTEMY (3a HMCKIIIOYECHUEM
komruiekca I1) u ATP-cunrasy [18].

HecmoTpst Ha 3HAYMTENBHBIN HpPOTpPecc, TOU-
HBIIT MEXaHU3M yIep:KaHUSI IIPOTOHOB Ha MexXd(asz-
HOIl TpaHMIIE O CHUX IOp SIBJSIETCS IMPEIMETOM
muckycenii [19, 20]. IlepBas 4acTb HaACTOSIIETO
aHAJUTUIECKOI0 0030pa ITOCBAIICHA B OCHOBHOM
OIMMCAaHMIO PeaKLnii MeEMOPAHOCBSI3aHHBIX IIPOTO-
HOB Ha MOJEJbHBIX CUCTEMaX U B MUTOXOHAPUSX.
Bo BTOpOIi1 yacTu maHO OIMMCcaHKWE PeaKIMii CUHTe-
3a ATP, nmpoTekaronux ¢ yaactueM MeMOpaHOCBSI-
3aHHBIX IPOTOHOB.

OBPA3OBAHUE MEMBPAHOCBA3AHHBbIX
ITPOTOHOB B MOJEJIbHBIX CUCTEMAX

B pabote paccMoTpeHBI TpU criocoba CUHTE3a
MeMOpaHOCBSI3aHHBIX TIPOTOHOB, 00JIAIAIOLINX U3~
OBITKOM CBOOOIHOI SHEPTUHM, HO IIPU 3TOM HC-
MOJIb3YIOIIMX pa3Hble BHEITHUE UCTOUHUKU IHEP-
M. AHaJIU3 MOKa3zajl, 4YTO BCe TPU TUIIA peaKni
IIPOTEeKAIOT B OAMHAKOBBIX YCIOBMSIX — Ha MEX-
¢a3Hoil rpaHule ruapodoOHOM pa3bl ¢ BOAOM, TO
eCcTb B 30HE, Ile BOJa, KaK M3BECTHO, objamaer
CHMXEHHOM JIMBJIEKTPUUECKONW TMOCTOSTHHOM [21].
Bo Bcex cimydyasx MeMOpaHOCBsI3aHHBIE MOHBI BO-
JIOpoJia CUHTE3UPYIOTCS U3 3JIEKTPOHEUTPaTbHBIX
KucI0T bpeHcrena B polecce ux IMcCcoLaly Ha
rpaHUIIe pa3aena ¢a3 mpu nepexoae u3 ruapodoo-
HO1 (ha3bl B BOLY C HU3KOM AMAJIEKTPUUYECKON TTOC-
TOSTHHOI, B pe3y/ibTaTe 4ero BHOBb 0Opa3oBaBIlIasi-
csl TUIpaTHas o00JIoYKa IPOTOHA MMEET pa3Mep
MEHbIINK, yeM B BogHoI (aze. IlepBriii cmocod —
MepeHocC MpOoToHa Ha MeXXda3Hylo TpaHUILy B MTPO-
necce K*/H"-o0mena Ha aunuaHoM Ouciioe (3a
CY€T MCIOJIB30BAaHUS BHEPIUM TpagueHTa MOHOB
Kanus). Bropoit cnocod — cuHTe3 MeMOpaHOCBSI-
3aHHBIX IPOTOHOB Ha MexX(a3Hoil TpaHUIle OKTaH-
BOJIa B YCJIOBUSIX IMCCOIIMAILIMY KUCIOTHI bpeHcre-



218

na; peructpauust cuHte3a ATP 3a cu€r m36bITKA
CBOOOIHOI 3HEPIUY MOHOB BOAOPOIA, CBI3aHHBIX
¢ MexxdasHoil rpaHuleii. Tpetuit cnocod — obpa-
30BaHME MeMOpaHOCBSI3aHHBLIX MPOTOHOB (caged-
H™) B pesynbrare ruaponnsa 3JeKTPOdWIBHBIX CO-
eIMHEHWI Ha TUApO(POOHOM ITOBEPXHOCTH Ha Tpa-
Hulle pasnena. Bce st criocoObl 6osee moapooHO
OyaoyT pacCMOTpEHBI Jgajee.

AHanu3 mokaszajl, 4TO BO BCEX TpPEX ciydasx,
HE3aBUCHUMO OT MCTOYHUKOB SHEPIUU U IIPUPOIBI
HWCXOAHOM XMMMWYECKOW peakiiu, TepMHHaIbHAs
CTaausl CUHTE3a dHEPru30BaHHBIX MEeMOpPaHOCBSI-
3aHHBIX IIPOTOHOB IIPOTEKAET MO OJUHAKOBOMY
MEXaHU3MYy, U SHeprus 3amnacaetrcs B popMe dppak-
IIMM SHEPTU30BaHHBIX IPOTOHOB. DHEPIUsl ITOU
¢pakIum pacrpenesieHa MeXIy MeMOpaHOCBsI3aH-
HBIMHM MOHaMM BOAOPOIa M MEMOpPaHOIA.

s perucTpallud M WU3MEPEHUS BEJIUYMHBI
rpaHUYHBIX TTIOTEHLMAJIOB HA MeMOpaHe Ipu obpa-
30BaHMU (Ppakuy MeMOPaHOCBSI3aHHBIX HOHOB
BoJIOpoJa HauboJjiee 4acTO HCIIOJb3YIOT METO.
KOMIIEHCAllMM BHYTpUMeMOpaHHOro 1ojs [22] u
METOJ peTUCTpalli M3MEHEHUI MOBEPXHOCTHOTO
3apsga (C-nmoreHumana) [23, 24]. B mocienHem
cllydyae 4acTo MCIIoab3yeTcss mnpubop Malvern
Zetasizer, KOTOPBI codeTaeT METO, dJIeKTpodope-
3a B IIEPEMECHHOM 3JIEKTPUICCKOM IIOJIE C PEeTUCT-
paneit ckopocTu IBUXKeHus oobekTa [23]. Boiie-
yKa3aHHbIE METOIbI Ial0T pa3jIMJalolinuecs BeJlM-
YUHBI TOTEHIIMAIOB, OMHAKO 13 {-MOTeHIIMaIa MO-
XKeT OBITh pPacCYMTaH TPAaHWYHBLIA MOTECHIMAN II0
monenu [yu—YernmeHa ¢ ya€ToM TOro, 4TO paccTo-
sIHAE OT IIOBEPXHOCTU MeMOpaHBl IO IUIOCKOCTHU
CKOJIEXKCHUS IS IMITUAHBIX MEMOpPaH COCTaBIISICT
okoJio 0,2 HMm [25].

I'eHepanusa MeMOPAHOCBS3aHHBIX NPOTOHOB HA
HCKYCCTBEHHBIX OHMCJIOMHBIX JUIMIHBIX MeMOpaHax
(BJIM) ¢ ucnob30BaHUEM TPAAMEHTA UOHOB KaJIUs.
C moMolIpl0 METOJa PerucTpaluy BHYTPUMEMO-
PaHHOTO IIOJIA OBLIO BIIEPBBHIC 3apeTUCTPUPOBAHO
obpa3oBaHue paKLMU MeMOPaHOCBSI3aHHBIX ITPO-
ToHOB Ha BJIM u3 dpochomunugos [26]. diasa Har-
JISIATHOM JEMOHCTpPAIlUM 3TUX KIJIFOYEBBIX DKCIIEPH-
MeHTOB Ha BJIM oHu OyayT moapoOHO OIMCaHBI
Jajee M CXeMaTHMYHO HPOMJUIIOCTPHMPOBAHBI Ha
puc. 1 u 2. DddekT reHepauu Gpakuuu MemMopa-
HOCBSI3aHHBIX IIPOTOHOB OBLI 3aperucTpUpOBaH B
yenosusix uHaykuuu K*/H*-oomena na BJIM. s
3TOTO ObLI MCIIOJb30BaH 3JIEKTPOHEUTpaIbHBIN
K*/H*-00MeHHUK, HUTEPULIUH, CO CTEXHUOMETPH-
et 1 : 1. B Moiekyae HUTepULIMHA POJb epeHOC-
YKMKa IMIPOTOHA BBHIITOJIHSIET IPOTOHMPOBaHHAs Kap-
OoKcWIbHas TpyIna, IKuccouualms KOTopoi mpo-
HUCXOAUT Ha MexX(ha3HOU rpaHUIIE ¢ 00pa3oBaHUEM
MeMOpaHOCBSI3aHHOTO IIpoToHa. B KauecTBe mc-
TOYHMKA 3HEPIMU IJis MHAYKIIMKU IOTOKAa MOHOB
BOAOpOJa uepe3 MeMOpaHy ObLI CO34aH BBICOKUI

HECTEPOB u ap.

rpagveHT MOHOB Kanug [26]. [TonHasg cxema mepe-
HOCa IIPOTOHA Yyepe3 MeMOpaHy ¢ ITOMOIIbIO HUTe-
pUIIMHA IIpY HAJIWYWM TpagueHTa MOHOB KaJus
npencrasiaeHa Ha puc. 1. Ha pucyHke Takxke moka-
3aHO, YTO B 3TUX YCJIOBUSX 00pa3yioTcs aBe pak-
LI MOHOB Bojopoma — (pakmuss MeMOpaHOCBSI-
3aHHBIX IIPOTOHOB Ha ITOBEPXHOCTU JIMIIMIHOTO
0ucI0s 1, KaK OTMEYaJIoCh BhIllIe, (hpakilvsi HOHOB
BOJIOPOJA B TaK Ha3bIBAEMOM HeTlepeMEIINBaeMOM
cioe BoAbl. TonlMHa HEMEepeMEIIuBaeMOTO CJIOS
BoaHOU ¢a3nl nopsaaka 100 MKM, 1 ero HeoOXoau-
MO OTJIMYATh OT MexkK(a3HO# TpaHUIIBI Boga-MeMO-
paHa, TIe HaXOAsATCS MeMOpPaHOCBSI3aHHbBIE IIPOTO-
HbI, U TOJIIMHA KOTOPOM COCTaBJISIET BCEro Hec-
KoJibko aHrctpeM. Ilpu K*/H'-o6MeHe 3akwucie-
HHUE HeIlepeMeIINBaeMOTI0 CJIOS IIPOUCXOIUT B pe-
3yJbTaTe IPOTEKaHMsS HEIPEPEIBHOTO IIpolecca
OTpbIBa MEMOPAHOCBSI3aHHBIX MOHOB BOAOPOJA OT
«cis»-noBepxHocTu BJIM.

Ha puc. 1 nokasaHo, 4To (ppakiusi MeMOpaHO-
CBSI3aHHBIX IIPOTOHOB BO3HMKAET M CYIIECTBYET KaK
CTallMOHAPHOE COCTOSIHME cucTeMbl. [Ipu aToMm
pOJIb MCTOYHMKA SHEPTUHM BEHIIIOJHSIET TI'PaaUCHT
noHoB K*. O0BEM 5TOi pakLMu OIpeaeIseTCs
COOTHOIIIEHWEM CKOpOCTeii Mmoaayn U oTpbiBa H'-
MOHOB Ha «cCis»-mmoBepxHoctT BJIM. @paknnsa
MeMOpPaHOCBSI3aHHBIX IIPOTOHOB SBJISIETCSI CTAIIO-
HapHOW (HO HEpPaBHOBECHOI) B3HEpPro3aBUCUMOI
CTPYKTYpOIli, BO3HUKaloIIel B cucteMe «bJIM/Hu-
repunH/rpagueHT K*». Takum o0pa3oM, Bech
00BbEM (ppakLMU MeMOPaHOCBSI3aHHBIX MPOTOHOB,
MoKa CYILEeCTBYET I'paai€HT MOHOB Kalus, HEeIpe-
PBIBHO OOHOBisieTcs. IIpu a3TOM B pe3yabTare OT-
pBIBa MEMOPaHOCBSI3aHHBIX IPOTOHOB OT ITOBEPX-
HOCTU MeMOpaHbI ITOIIePKUBAETCS HU3KOE 3HaUe-
Hue pH B HenepemellBaeMOM BOAHOM cioe. [1oB-
TOpHAsI THUOApaTalis IIPOTOHOB Ha «CiS»-CTOPOHE
MeMOpaHbI IIPOUCXOIUT B r'uaApodoOHOI (haze mpu-
MEMOpPaHHOIo CJ0s C HU3KOM AU3JEKTPUUECKOUN
noctostHHOM [21]. T1pm aTOM hopMUpyeTcsT HOBast
ruapatHas 000J04YKa MeHbLIUX pa3mepoB. CBoii-
CTBa BOJBI Ha 3apsKEHHBIX MeX(a3HbIX TpaHUIIaX
onucanbl B pabore Gonella et al. [27]. ®pakuus
MeMOpPaHOCBSI3aHHBIX IIPOTOHOB, 00pa30BaBIIASICS
B pesyibrare IepeHoca HurepuuuH-H' uepes
MeMOpaHy, Ha puc. 1 odOBeaeHa KpaCHBIM OBaJIOM.

st m3MepeHnsT 3aKMCICHUS B HEIlepeMeIln-
BaeMoM cJioe Y moBepxHocTu BJIM ObL1 MCnob30-
BaH pa3paboTaHHBIN MeTof [28], KOTOpPBI MO3BO-
JIMUT TIPOBOIMUTH PETUCTPALIMIO OBICTPBIX M3MEHE-
Huit pH. B cucremy jpo06aBisiicss pa3o0iu-
TeJb (MpOoTOHOMOpP), KOTOPBIN TpaHCGHOPMUPOBAI
JnokainbHbI TpagueHT pH Ha BJIM B anekTpoxu-
MUYECKHI ITOTeHIIMAI MOHOB BOIOPOAA, KOTOPBIH
yKe MOXKET OBbICTPO M3MEPSATHCS IMTOTEHIIMOMETPH -
YeCKMM MeTonoM. Pe3yibraThl TakuX HU3MepeHUI
puBedeHB Ha puc. 2. Ha puc. 2, 6 TipuBencHBI
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MexaHn3m 0b6pa3oBaHMA MeMbpaHOCBA3aHHOIO NPOTOHA @
npu nepeHoce Yyepes membpaHy B NpUCyTcTBMM HUrepmumnHa (Nig)
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Puc. 1. CxeMa reHepauuu ¢ppakiuuu MeMOPaHOCBSI3aHHBIX TPOTOHOB Ha BJIM Ha MexdasHoii rpanuie npu K¥/H*-06MeHe Ha
HurepuiHe. HepaBHOBECHO CBsSI3aHHBIE C MEMOPAaHOI ITPOTOHBI UMEIOT U3MEHEHHYIO THIPATHYIO 000JI0UKY (TO €CTh B CpeIHEM
OTJIMYAIOIIYIOCS] OT TAKOBOM B 00bEME) U 00J1a1at0T M30BITKOM CBOOOMHOIM 3Hepruu. Ha prucyHke (ppakiius 3TUX MPOTOHOB 00-

B€ACHA KpaCHLIM OBaJIOM

KpUBBIe M3MEHEHUS MOTEHIIMANa, IIPOUCXOASIINE
Mpy U3MeHeHUM akTuBHOCTM H* B nmpumemoOpaH-
HOM CJIO€ B IPUCYTCTBUU Pa300IIUATEIS.

Taxoi1 moaxom IMO3BOJIMII TAKXKE OTAEIMTD IIPO-
LIECC 3aKMCIEHUS B IPUMEMOpPaHHOM CJIO€ OT Mpo-
1eccoB Ha MexdasHoii rpaHulie. OOpa3yroLIUics
M30BITOK IIPOTOHOB B HEIEPEMENINBAeMOM BOI-
HOM CJIO€ TPEISITCTBOBAJl MPSIMOI perucTpalnu
dpaky MeMOpaHOCBSI3aHHBLIX ITPOTOHOB W MC-
clieloBaHUIO €€ CBOMCTB. [l1s1 perucTpauy BKaaa
(dpakumu MeMOpaHOCBSI3aHHBIX IIPOTOHOB B Tpa-
HUYHBIN noTeHUMan Ha BJIM 3akucieHue B Heme-
peMelIBaeMoOM CJIoe HeoOXOOAMMO OBLIO YCTpa-
HUTL. DTO OBUIO JOCTUTHYTO 3a CYET CO3IaHUS
MPOTUBOMNOJI0XKHO HAaMpaBAEHHOTO MOTOKa MPOTO-
HOB 4epe3 MeMOpaHy Ha ainertare (puc. 2, a) [29].
Kaxk nmokazanu 3kcrepuMeHTbI, OTPULIATEIbHO 3a-
PSCKCHHBIN alleTaT-aHNUOH, KaK ¥ Pa300IIUTeIN, He
crocobeH B3auMoJelcTBOBaTHL ¢ MEMOpPaHOCBSI-
3aHHBIMU NpoToHaMu. OOHAKO IIPM 3TOM alleTaT
CBSI3BIBACTCA C IIPOTOHAMM B HEIEpEeMeEIINBaEMOM
clioe, Mocje Yero B HeTpaabHOU (opMe mepexo-
JIUT BMECTE C 3aXBaYEHHBIM IIPOTOHOM 4Y€pe3 MeX-
(dasHy10 rpaHULly Ha APYry0 CTOPOHY MeMOpaHbI
(puc. 2). M36upaTtenbHoe yaajleHue U30bITKA Mpo-
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TOHOB M3 HETEPEMEIINBAEMOTO CJIOSI ¢ TIOMOIIBIO
areTaTa ITO3BOJIMIJIO OTACIBLHO MCCIeA0BaTh (paK-
1IMI0 MEMOpPaHOCBSI3aHHbBIX IIPOTOHOB, KOTOpasi He
B3aMMOJIEMCTBYET C alleTaTOM.

BaxxHo ykazath emi€ pas, uto 3¢@PeKT 00pa3o-
BaHUsI MEMOpPaHOCBSI3aHHBIX IIPOTOHOB, MPEACTaB-
JICHHBII Ha puc. 2, ObLI MOJYy4eH B IPUCYTCTBUU
pa3o0muTeNnst. DTOT pe3ysibraT IIoKasaj, 4To pa-
3001I1TENIb B OOBIYHO MCITOJIb3YeMbIX KOHIIEHTpA-
musx (1-10 MkM) He paccemBaeT HEPTUI0 MeMO-
PaHOCBSI3aHHBIX MPOTOHOB. IS B3aMMOACHCTBUS
¢ 3TOl (ppaKIIMeil MPOTOHOB OBLIM CUHTE3MPOBAHBI
crelMajbHble MOBEPXHOCTHO-aKTHMBHBIE pPa3o0-
muTtenn (6ojiee MOAPOOHO 3TU COENMHEHUST 00-
cyxaanuch B 063ope Eremeev u Yaguzhinsky [30]).

Karanu3 peaknuu oTpbiBa NPOTOHA OT MOBEPX-
HocTH MemOpanbl. Kak ObUTO MoKazaHo B paboTe
Antonenko et al. [26], B TpUCYTCTBUM HUTEpULIMHA
u rpaguenta K* na BJIM dopmupyercst (pakius
MEMOpaHHBIX IPOTOHOB, KOTOpash MOXET OBIThb
yIajieHa ¢ MIOBEPXHOCTU HO0aBICHUEM CIa0bIX OC-
HoBaHMii JIplonca (B KOHILEHTpalMKU ITOPSI-
ka 10 MM). TTockosbKy ciiabble OCHOBaHMS, KakK
M3BECTHO, 00JIagaroT Oy(PepHBIMU CBOMCTBAMM,
nogo0Hble 3(PPEeKThl MHOTME aBTOPbl OOBSICHSIOT

5*
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JIeficTBUEM 3TUX BEIIECTB B KauyecTBe OydepoB.
CoryacHO TaKkoMy OOBSICHEHHIO, CJIEIOBAIO OXU-
naTh, 4To JobaBieHUe OydepoB B cucTeMy, Ipe-
CTaBJIEHHYIO Ha puc. 1, OymeT yMeHbIlIaTh CKauyoK
pH B npumem6GpanHom cioe ipu K*/H*-o0meHe.
OpHako, KaK MoKa3aj SKCIIEpUMEHT, 100aBICHNE B
cucTteMy, NMpeiacTaBIeHHYIO Ha puc. 2, 6, ciaboro
ocHoBaHus Jlptonca (IIUTpaTa) BBHI3BIBAET IIPSIMO
MIPOTUBONONOXHEIN 3PdekT. JlodaBieHne uuTpa-

HECTEPOB u ap.

Ta, HalpoTUB, Pe3KO yBeJWuuBaeT rpaaueHT pH
(Tronbko B ycnoBusx K¥/H*-o6meHa), uro cBuae-
TEJIbCTBYET 00 YCKOPEHUM PeaKIIuy OTPhIBa MeMO-
paHOCBS3aHHOIO MPOTOHA OT ITOBEPXHOCTH OM-
cJ10s1. DTO IOJHOCTHIO IMPOTUBOPEUYUT OXUAAEMO-
My OydepHOMY 3(pPekTy ImMTpaTa, KOTOPHIM HOJI-
JKEeH TIPOSBIATLCS KaK CHMKeHHMe TpamueHTa pH.
Heob6xonuMo oTMETUTBH, YTO IMPU MOBBIILIEHUU
KOHIIEHTpaluii OCHOBaHUI JIbloKMca MHOrAa MOXK-

a YaaneHve NnpoTOHOB M3 HenepemeLlMBaeMOro C/10A C NOMOLLLbIO
MHAYKUMK NoToKa H*-moHoB V, B cBA3aHHOM C aueTaTom popme
(RCOOH) B HanpaBaeHUN, NPOTUBOMO/IOMKHOM K NMOTOKY NPOTOHOB
Ha HurepuumHe V,. NonHoe yaaneHune gocturaetca npm V=V,

K* — K* > K*

: Vi AN +

' H*<€==(H H

i (H,0), H* MembpaHo- (H,0),

; +/ cBA3aHHble

1 \l/ V NPOTOHbI

- L N
RCOO™—>RCOOH = ROt - - — = => RCOOH
06bém | Henepeme- 06béM
BOAHOM E LMBaAEMbIN BOZHOM
dasbl ' cnoit MembpaHa dasbl
6 auertart

10mB

6 MUH

uutpat

auetaT

/

Puc. 2. MeTton BCTpeYHbIX TOTOKOB MPOTOHOB. @ — CxeMa yaajieHus (ITyTEM TUTPOBAHMSI alleTaTOM) JIOKaJIbHOIo rpagueHTa pH,
BO3HUKAIOIIETO B HETIEpEeMEIIMBAEMOM CJIOe TIPY TiepeHoce MPOTOHOB uepe3 MeMOpaHy Ha HurepuiinHe (Nig), ¢ TTOMOIIbIo CO3-
JMaHMSI IIPOTUBOIIOJIOXKHO HAMpPaBISHHOIO IIOTOKA MPOTOHOB. 6 — [IprMep UCIOIb30BaHUSI MOTEHLIMOMETPUYECKOIO METOAA IS
peructpauuy usmeHeHuii pH B mpumem6panHoMm citoe BJIM B mpoliecce ero yaajieHUsl HapacTalOIIMMK KOHICHTPALMSIMU alle-
tata. Beanunna ApH mpomnopiyoHanbHa BeIUYMHE MEMOPAHHOIO MOTEHIIMAIA, BOZHUKAIOIIErO Ha MeMOpaHe B IIPUCYTCTBUU
pazobimuTens (cM. Boilie). BeanunHa repBoii 100aBKU alieTaTa, IMOJHOCTbIO CHUMalolIel rpaaueHT pH, onpeneneHa myTéM TUT-
POBaHUS B IIPeIBAPUTENBHBIX 9KCIIEpUMeHTax. [1ocie ynajaeHus «epBUYHOro» rpagrenta pH B mpuMeMOpaHHOM cjioe 100aBKa
KaTtajau3aTtopa OTpbiBa TPOTOHA (LIMUTpaTa) MOBTOPHO co3naéT pH-rpaaueHT B mpumeM6paHHoM ciioe BJIM 3a cuér yBennueHus
ckopoctu V. [ToHOe ynajeHrne BHOBb TIOSIBUBIIIETOCS rpaavieHTa pH mocturaercst ¢ moMoIbio TUTPOBAHUS HEOOIBIITMMU TTOP-

LIUSIMU alleTata. PUCYHOK MMOCTpOEH 1o TaHHBIM paboThI [31]
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Puc. 3. INpsamas perucrpaiius ¢ moMmolibio pH-MukposnekTpona usmeHenuii pH B npumemopanHom cioe BJIM npu Hapacraio-
LIei CKOPOCTU OTPhIBA MEMOPAHHBIX IIPOTOHOB (TIPSIMOE TOKA3aTeIbCTBO YBEJIMUEHUSI CKOPOCTH OTPHIBA MEMOPaHHBIX ITPOTOHOB

MoJ IeiCTBUEM KaTajau3aTopa — ciaboro ocHoBaHus JIbionca).

M3mepeHust TpOBOAUINCH B YCIOBUSIX TeHEPAIIUU MEMOPaHHBIX

IPOTOHOB Ha «cis»-cTopoHe BJIM B mpucyrcTBUM HUTepULIMHA U TpagreHTa noHoB K. YckopeHue oTpbiBa IPOTOHOB C «Cis»-
croponbl BJIM mocturanocs 3a cU4€T yBeJIMUYEHUST KOHLIEHTPALMK KaTaI1M3aTopa OTPhIBa IPOTOHOB — uTpara. Ha BcraBke — BO3-
pacTaHue BelTUYnHbI MoToka HY-noHos yepes Memopany (10710 Monb/cM?/¢) py yBeTMYeHNU KOHIIEHTPALMK IUTpaTa. PUCYHOK

B34T U3 paboThl [32] (c pa3permenus usnarenabctsa Wiley)

HO Takxke HaOmomaTh MX caadblii OydepHbIid 3¢h-
¢exT. Takum obpazoM, yaajaeHue rpaaueHta pH B
npuMeMOpaHHOM cjoe [26] MO3BOJMIO MOKa3aTh
MNPUCYTCTBUE IPAHMYHOrO IMoTeHuuana Ha bJIM B
yenosusix K*/H*-00MeHa 1 He3aBUCHMO 10Ka3aTh
KaTaJIMTUYECKUI MEXaHU3M peakKIMu OTpbiBa MO-
HOB BOJIOPOa OT MOBEPXHOCTH MEMOpPaHBHI.

HanHbie paboTsl Evtodienko et al. [32] (puc. 3),
B KOTOPOU IMpU MOMOIIM MMKPOIJIEKTpoAa ObLIO
MmpoBeAeHo IpsMoe uaMepeHue pH B mpumemoO-
paHHOM cyioe bJIM, Takke moxkasajiu, 4Tto cjiabbie
OCHOBaHMSI He TOJIBKO He CHIKAIOT TpagueHT pH,
HO PE3KO IMOBBIIIAIOT KOHLEHTPALIMIO UOHOB BOJIO-
pona B npumeMOpaHHOM cjioe. B 3Toii paboTte Tak-
Xe OblTa U3MEpeHa CKOPOCTh TPaHCMEMOPAHHOTO
MOTOKa MOHOB BOJAOPOa, KOTOpas yBeJIUUYMBaIach
pu 100aBIeHNUM LIMTpaTa (BCTaBKa Ha puc. 3), 4To
SIBHO CBHJIETEJILCTBYET HEe 0 Oy(epHOM, a O KaTalln-
THYeCKOM 3(hdeKTe ciabblx OCHOBaHMIA. TakuM
o0pa3oM, ObLIO HAAEXHO 3apericTpUpOBaHO Ha-
JINYME KaTaIUTHIECKOM aKTUBHOCTH CIA0BIX OCHO-
BaHuii JIpiorica B peakKlUUM OTphIBa IIPOTOHA OT
MeMOpaHbl. DTO SBJISIETCS IIPSIMBIM JTO0Ka3aTelb-
CTBOM CYIIIECTBOBaHMsI HEPaBHOBECHON (bpaKiIuu
CBSI3aHHBIX ¢ MeMOpaHOII NIPOTOHOB, KOTOpas B
¢dopMe IpaHMYHOTO IMOTEHIMANa 3aIacaeT dHep-
TYI0 TpaaeHTa MOHOB Kalusl.
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CuHTe3 MeMOPAHOCBA3AHHBIX MPOTOHOB B PeaK-
IMH THAPOJU3A JJeKTPOPHIbHBIX COEIMHEHU
(caged-H") B 30He Mexda3Hoii rpaHUIBI MEMOpaHa-
Boaa. [eHepanmio MeMOpPaHOCBSI3aHHEIX IIPOTOHOB
MOXHO OCYIIECTBUTh 3a CYET BBICBOOOXIECHMS
CUJIHOW KHUCJIOTHI TNpu Tuaposuse caged-H* Ha
MexdasHoi rpanuie. Caged-H' mpunHAaATo HasbI-
BaThb COCAMHEHUSI, OTHOCSIIHECS K KIJIACCY DIIEKT-
pOMUIBHBIX BEILIECTB (HampuMep, 3(UPOB CYJb-
(GOKUCIIOT WX TAIONAATKMIAMHUHOB), KOTOPBIE Ha
MOBEPXHOCTU MeMOpaH MUuToxoHApuii u BJIM mo-
I'yT TMIPOJN30BAThCS C BhIAEIEHUEM CUIbHBIX H -
KMCJIOT. BeicBoOOXKmatoecs rmpu 3TOM IIPOTOHBI,
KaK M B cIy4ae TpaHCMeMOpaHHOIO IIepeHoca, Ka-
KOe-TO BpeMs yIepKUBAIOTCSI Ha MexX(pa3HOU Ipa-
HUIlE MeMOpaHa-Boaa. DTOT MOAX0 ObLI peaiu30-
BaH B Hamleir mabopatopum B Hadvajme 80-X TT.
IIPOIIIOTO BEeKa C MCIOJIb30BaHUEM 3JIEKTPOPUIIb-
HBIX COCIMHEHWI psina [-rajounajkuiaMUHOB,
00J1aJa101IMX CIOHTAHHON peakKIIMOHHOM CcIIoco0-
HOCTBIO, TUAPOJIN3 KOTOPHIX 3(POEKTUBHO IPOKC-
XOOUT Ha MexX(da3Hoil rpaHuie MeMOpaHa-BO-
na [33]. B pe3ynbraTe ObUIO MOKA3aHO, YTO TeHepa-
11sI U30BITKA IIPOTOHOB Ha ITOBEPXHOCTHU BHYTPEH-
Hell MeMOpaHbl MUTOXOHAPUI OJOKUpPYEeT padoTy
BCEX TPEX IMMPOTOHHBIX TTOMIT 3a CYET PE3KOTO ITOBBI-
LIEHUS JIOKAJIbHOM aKTUBHOCTM MOHOB BOAOPOA.
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BaxxHOCTh 3TUX pe3yabTaTOB B TOM, YTO OHM TOJY-
YeHbl Ha MUTOXOHIpUX. [1pr 3TOM 0YeBHUIHO, YTO
MeMOpaHOCBSI3aHHBIC IIPOTOHEI CTAOMIN3UPOBAHEI
Ha MOBEPXHOCTU MUTOXOHAPHAJIBHBIX MEMOpaH 1
He ITOABEpralTcsl U30BITOYHON IMapaTallid U OT-
IIEeTUICHUIO OT MeMOpaHbl MUTOXOHAPU. DTH pe-
3yJIbTAThl XOPOLIO COMIACYIOTCS ¢ Oojiee MO3AHUMU
paboTaMu Ha MOJIeJIbHBIX MeMOpaHax, B TOM YUCJTIe
C TeMU, B KOTOPBIX ObLT peann3oBaH Ooyiee yao0-
HBII ¥ KOHTPOJIIMPYeMbIi BapuaHT caged-H™, B ko-
TOPBIX peaklMsi OCBOOOXAEHUsS MOHOB BOAOpPOIA
UHAyLupyeTcd yabrpacduoneToBbiM (YD) usimyue-
HueM [34]. Pe3ynbratsl, IIOJTHOCTBIO COTJIACYIOIINE-
cq ¢ BeiBogamMu padot Ha BJIM ¢ HUTepULIMHOM,
OIMMCaHHBIMU BHbIlIIE, ObLIM HE3aBUCUMO MOATBEPXK-
IEeHBI TIpU TeHepalluy MeMOpaHOCBSI3aHHBIX IIPO-
TOHOB C IOMOIIBIO BbICBOOOXIeHUs caged-H*
(Bo30yxxneHUsT Y®-u3nyyeHUEeM MOJIEKYJT 2-Me-
TOKCHU-5-HUTpodeHmacymbdara) [22]. Bo Bcex
cllydasix perucTpHpoBajioch OoOpa3oBaHUe (pak-
LIMA MeMOpPaHOCBS3aHHBIX IIPOTOHOB, KOTOpast Ka-
TAJIMTUYECKU yOalisgach ¢ IMTOBEPXHOCTU MeMOpa-
HBI CJIA0BIMU OCHOBaHUSIMH JIpIonca.

Ocob6eHHO HeoOXOAWMO OTMETUTh IKCIIEpHU-
MEHTaJIbHbIE UCCJeA0BaHUSI KUHETUKU Audhdy3uun
MOpPOTOHA BIOJIb MJIOCKOM OUCIOMHON MeMOpaHBbl,
nposeaéHHble 1. ITonem u FO. AHTOHEHKO ¢ COaBT.,
¢ ucnojib3oBaHueM Y®D-akTuBHpyeMBIX caged-
H* [35]. CBaszannble ¢ MeMOpaHoii caged-H™ BbIc-
BOOOXIAIN C IIOMOIIbI0 YM-BCHHIIIEK, U OTCIIC-
XKUBaJIM X TUPPY3UI0 HA pa3IMIHOE PACCTOSTHUE
B OTHAJIEHHbIE 00J1aCTU MeMOpaHbl, KOTOpasl peru-
CTpHUPOBajIach Mo (IyOPECIEHIIMN BCTPOCHHOTO B
MmemOpaHy pH-30H1a. B pe3ynbsrare yganoch rmoka-
3aTh BBICOKYIO ITOABUXKHOCTh IPOTOHA HAa MOBEPX-
HOCTH (OIHOTO MOPSAKa, HO MEHBIIIYIO, YeM B 00b-
€MHOIi (haze TUCTUWLIMPOBAHHOM BOMbBI), a TakxXKe
TO, YTO PACCTOSIHUE, IIpeojosieBaeMoe IMPOTOHOM
BIIOJIb TIOBEPXHOCTH, CHUXKAETCS TPU YBEIUUYECHUU
KOHIIEHTpauu MOOUIBEHEBIX pH-0ydepoB (karanm-
3aTOPOB OTpbIBa MpoTOHOB) [35]. McciemoBaHue
XUMUYECKM Pa3IMYHBIX OMCIOMHBIX MEMOpaH 103~
BOJIMJIO TaKXe TOKa3aTh, 9TO ObIcTpast nuddys3us
IIPOTOHOB II0 ITIOBEPXHOCTU ITPOMCXOAUT 3a CUET
JIBVKEHUS IIPOTOHA 10 MOJIEKYJIaM BOJBI 10 MeXa-
Hu3My Iporrryca [36], a He 3a CUET CKAYKOB MEXIY
3aKpEeIUIEHHBIMM Ha MeMOpaHe yJ4acTKaMM CBSI3bI-
BaHUS NPOTOHOB (MMMOOUIM30BaHHBIMU pH-0y-
¢epamur), Kax IPeaIoarajoch 10 3TOro B psie pa-
60T (cM. cchuIKM B [36]).

DKCIIEpUMEHTHI 110 MCCIETOBAHNIO KUHETUKN
IBMKEHUSI MEMOPaHOCBSI3aHHBIX ITPOTOHOB TT03BO-
JIMUIM TaK>Ke OLIEHUTh 9HEPIUI0 aKTHBAlIMM OTPhIBA
IIPOTOHA OT OBEPXHOCTU MeMOpaHKI B BOTHYIO (ha-
3y IUISI pa3TAYHBIX TAAI0B 1 IToKa3aTh, YTO OHA Ha
MOPSIOK MPEeBhIIIAET TEIUIOBYIO aHepruio [15, 36].
CyMMapHO, COINIAaCHO BBIBOJAM aBTOPOB 3THUX pa-
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00T, Takasl BbICOKasl SHEPTHUs OTPbhIBa IIPOTOHOB OT
MOBEPXHOCTU MeMOpaHbl CBsi3aHA C HEOOXOoM-
MOCTBIO IIEPECTPOMKM IEIOYeK BOXOPOIHBIX CBSI-
3eil B OOJIBIIMX KJIacTepax MOJIEKYJ BOIbI IIPU ya-
JIEHUU MIPOTOHA ¢ MexXda3Hoit rpaHulisl [15].

O poJi MOJIEKYJT BOJIbI B CBA3BIBAHMH IIPOTOHOB C
NOBEPXHOCTbI0 MCKYCCTBEHHbIX MeMOpaH. C 1IesIbIo
BBISICHEHHUSI yJacTUsl MOJIEKYJ BOAbI B 00pa3oBa-
HUM CBSI3U IIPOTOHOB C IOBEPXHOCTHIO MeMOpaH
OBUIM TIPOBEACHBI 3KCICPUMEHTHI C HCITOJIb30Ba-
HUeM Tsikénoil Boabl. B akcnnepuMenTax Ha BJIM ¢
HUTEePUIIMHOM, Ie CKOPOCTb peaKIuy OTphIBa
MeMOpPaHOCBSI3aHHBIX IIPOTOHOB OT ITOBEPXHOCTHU
MeMOpaHbl JIMMUTUPOBala CKOPOCTh IepeHoca
IIPOTOHOB B 00bEM BOJHOM (ha3bl, ObIIIO OOHApPYXKe-
HO, YTO B TSDKEJIOM BOMIE CKOPOCTh IIOTOKA IIPOTO-
HOB uepe3 MeMOpaHy cHuxkaetcd [31]. ITpu Manbix
KOHIIEHTpALUMIX KaTajau3aTopa OTphIBa IIPOTO-
HOB (LIMTpaTa) M3OTOMHBIN 3(P¢GEeKT IpU 3ame-
He H,0 na D,0O cocrasnsn smmb 30%. OmHako
MMPU BBICOKMX KaTaJIUTUYECKMX KOHIICHTpAallM-
ax (20—100 MM) HaGmomanacs O4YeHb BBICOKUI
M30TOMHBIA 3P @eKT, KOTOpHIA mocTUTanl 00-
nee 400% [31]. BelmenpuBenéHHbIE pe3yabTaThl C
HUTEPUIIMHOM HaXOISTCsS B COIJIaCMU C 3KCHEpH-
MEHTaMHU Ha POIOIICUHE 1 IUTOXPOM C-OKCHIa3e, B
KOTOPBIX IPUCYTCTBOBAJIM BBICOKME KOHIICHTpA-
LIMKA KaTaJu3aTOpOB OTPEIBa MPOTOHA. JIMMUTUDY-
Iollas cTagus OTphiBa IIPOTOHA OT (pepMeHTa B
BogHYIO a3y [37] mpu 3amene H,O nHa D,O kak B
pononcuHe [38], TaK U B LMTOXPOM C-OKCHIA-
3e [39, 40] 3amemnsiercss 6ojiee 4yeM B IMSITh pas.
Hat6monaemsie achdexTer D,0O 0ogHO3HAYHO YKa3bI-
BaeT Ha y9acTHe MOJICKYJI BOJHEI B CBSI3bIBAHUM HO-
HOB Bojopona ¢ Mexda3Hoil rpaHulieil (Boma-av-
MY UKW Boja-6eioK). TakuM o6pa3oM, OBLIO TT0-
Ka3aHo, 4TO 3((OEKTUBHOCTH KaTajan3aTopa I10 yc-
KOPEeHUIO mpoliecca MepeHoca MoHa BOAOpOaa OT
IMOBEPXHOCTU TpaHUIILI pasaeia B 00bEM BOIHOM
¢azbl ropasno Hxe B D,0 1o cpaBaeHuto ¢ H,O.

CHIXeHMEe CKOPOCTU PeaKIIMKU OTPhIBA IIPOTO-
Ha B TSKEIOW BOJE JUMUTHUPOBAHO CBOMCTBAMU
KJIacTepa TSKENON BOAbBI, KOTOPHIM oOIpeaenser
MPOYHOCTh CBS3M MOHA BoOJAOpoJa ¢ MexkdazHoi
IpaHMLIeit ¥ ero CIOCOOHOCTh B3aMMOICICTBOBATh
C MOJIEKYJION KaTajau3aTopa. DTO MpeAIooXeHue
XOPOIIIO COTJIACYETCSI C pe3yJbTaTaMu pabOTHL B MO-
JIeJIbHOI cucTeMe MexX@a3Hoi rpaHULbl n-AeKaHa
¢ Bojoii [41], roe moka3ajii BO3MOXKHOCTb yAepKa-
HUSI MOHOB Bogopoma Ha MexXda3HOW TrpaHUIE U
CHIXKEHWE MOABIKHOCTH MOHOB BOIOPOAA B TSIKE-
Jioil Boje. BriBom 00 yyacTUM MOJEKYJ BOIBI B
yIep>KaHUM IPOTOHOB Ha MeMOpaHe TakKe JeaeT-
cs B paboTe 110 M3YYEHMIO JIATepajbHOIO MepeHOCca
MIPOTOHA BIOJIb MeMOpaH [36].

Yuactie MeMOPaHOCBSI3aHHBIX MPOTOHOB B CHHTE-
3e ATP B monenbHoii cucreme. Emg B cepenute 70-X IT.
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Puc. 4. Cxema skcniepuMeHTa 1o cuHte3y ATP Ha mexkda3Hol rpaHuiie OKTaH-Boaa. MICTOUHMKOM MOHOB BOIOpOia Ha Mexdas-
HOU TpaHMIile ciyxuiaa kucioTta bpeHcrena (neHTaxinopdeHon). BoicBoOOXIeHE MPOTOHOB MPOUCXOAMIIO MPU AMCCOLUALIUU
reHTaxjopdeHosa B MOMEHT KOHTaKTa ¢ Bofoit. CuHte3 ATP Hab/onaics mpu OTCYTCTBUU OKUCIUTEbHBIX peakKIlii U MPU OT-

CYTCTBUM TPaHCMEMOpPAHHOTO MOTEHIIMaIa

MPOIIJIOrO BeKa B Hallleil 1abopaTopuM ObUIM MO-
CTaBJIEHBI SKCIIEPMMEHTHI, B KOTOPBIX IIJII CHHTE-
3a ATP ucnonb3oBaiach COpOMpOBaHHAS HA MEX-
¢dasHoit rpaHuUIIe OKTaH-BOJA (CO CTOPOHBI BOTHOM
dasnl) F,Fy-ATPa3za, BeimeaeHHass M3 MUTOXOHII-
puii cepaua 6nika. B KayecTBe KCTOYHMKA SHEPTUU
st cuHTe3a ATP co ctopoHbl ruipodoOHOI dasbl
no0aBiscs 0e3BOAHBIN PAcTBOP 3JEKTPOHEWT-
paxsHoit HY-xucorer BpeHcTena — menraxiopode-
Hosa [9]. B aTux skcneprMeHTax MOHBI Boaopoaa
Ha MexXda3Hol TpaHuIle 00pa30BbIBAIMCH B PE3YJib-
TaTe OMCCOLMALMM TMEHTaxJIop(eHojJa B MOMEHT
KOHTaKTa ¢ BomHO# (azoit. OOpa3oBaHNE HMOHOB
BOAOPO/Ia MPOWCXOAWIO B IPUTPAHUYHOM CJIOE BO-
IIbl, UMEIOLIEM HU3KYIO ITM3JEKTPUYECKYIO ITOCTO-
SIHHY10. B Takux yciaoBusIx, KaK OTMEYaIoCh B IIpe-
IBIAYIIAX MOAEJIBHBIX 9KCIIEPUMEHTAaX, Ha Mexxdas-
HOM rpaHulle ¢hopMUpyeTcs (ppakiivss HOHOB BOAO-
pona (dpakuuss MeMOpPaHOCBSI3aHHBIX ITPOTOHOB),
objamaolIuXx MU30BITKOM CBOOOMHOW  3HEp-
ruu (puc. 4). B aTuX yciioBUsIX Ha Mexda3HOM rpa-
HUIle ocylecTBasicsa cuHTe3 ATP nipu oTcyTcTBUM
TPaHCMEMOPAHHOTO 3JIEKTPOXUMUYECKOIO ITOTCH-
1Majia MOHOB BOJOPOAA. DTH 3KCIIEPMMEHThI MOKa-
3ajJid, 4TO OOBEMHEIE TMapaMeTpbl TMAPATHON 000-
JIOYKM MOHA BOIOpPOIAa, 00pa30BaBILIETOCsI B BOIE C
HU3KOW AUI3JEKTPUUECKOU MOCTOSTHHOM, NEWCTBU-
TEJIbHO HEBEJIMKU M COOTBETCTBYIOT JUaMETPY BXOI -
Horo npotoHHoro kaHana F,F,-ATP-cuHTa3ssl.
[IpuBenéHHBIC BBIIIE PE3YJIETAThl HETABHO ITOTYIN-
JIU HaAEXHOE HE3aBUCUMOE BKCIEepUMEHTaIbHOE
noarBepxkaeHue B pabote Sjoholm et al. [17], B Ko-
TOpoi1 Ha urtocoMax (co BcTpoeHHbIMU ATP-crH-
Ta3oil u KomruiekcoM IV) ObL10 moKa3aHo, YTO CUH-
te3 ATP npoucxoaut 3a cyéT ppakunm MeMOopaHo-
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CBSI3aHHBIX TIPOTOHOB, KOTOpbBIE II€PEHOCSTCS
BIIOJIb TIOBEPXHOCTH JINITIOCOMAaJIBHOI MEMOpaHBI OT
pecnimpacoM Ha ATP-cuHTa3y.

OBHAPYXEHUNE ®PAKIINN
MEMBPAHOCBA3AHHBIX ITPOTOHOB
HA ITPUPOJHBIX MEMBPAHAX

@paknuu MeMOPaAHOCBSI3aHHBIX MPOTOHOB HA MO-
BEPXHOCTH MHUTOILIACTOB (MHUTOXOHIpPUAX 0€3 BHENI-
Heil MeMOpanbl). MOXXHO OBIJIO OXHMAATh, UYTO TIPU
BKJIIOUYCHUHW MPOTOHHEIX ITOMII ITOJIOKUTEIbHBIN
IMOBEPXHOCTHHINM 3apsii Ha IOBEPXHOCTU MUTO-
IUIACTOB IIOBBICUTCS B pe3yJbTaTe 00pa3oBaHUS
dpakun MeMOpaHOCBSI3aHHBIX MPOTOHOB. Perm-
CcTpalys M3MEHEHUI ITOBEPXHOCTHOIO 3apsiga Ha
MeMOpaHax MUTOILIACTOB IIPOBOIMIACH HAa ITpUOO-
pe Malvern Zetasizer. Beino moka3zaHo, 4TO TTOBEpX-
HOCTh MeMOpaHBbl MUTOILIACTOB HECET Ha cebe
OONIBIION OTPULIATENbHBIN 3apsil, HO BKIIIOUCHUE
pabOThl IPOTOHHBIX ITOMIT IPAKTUYECKU HE YMEHb-
maet ero. CuHTe3 hpakinym MeMOPaHOCBI3aHHBIX
IIPOTOHOB OBLI JOCTOBEPHO MPOIEMOHCTPUPOBAH B
omnbiTax ¢ go0OaBlieHMEM KaTajau3aTopa OTpbIBa
npotoHa (ciaboro ocHoBanuss HEPES 20 mM).
BxitioueHre IPOTOHHBIX IIOMIT B IIPUCYTCTBUHU Ka-
TaM3aTopa MPUBOAMIIO K JTOCTOBEPHOMY CHIKE-
HUIO BeJIMYMHBI OTPULIATEILHOTO 3apsaa, YTo yKa-
3bIBAJI0 HA TMOSABJICHUE (paKUnyd MeMOpaHOCBSI-
3aHHBIX IIPOTOHOB Ha IOBEPXHOCTH MUTOILIAC-
ToB [23]. Pe3ynbraThl neficTBUS KaTajlu3aTopa Ha
3apsiJi MUTOILIACTOB MpUBeIeHbI Ha puc. 5. Habmro-
naeMmblil adeKT Kataausza Ha MUTOILIACTax MOoKa-
3aJ1, 4TO Ha IMMPUPOIHBIX MeMOpaHax CBsI3b IPOTOHA
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¢ MeMOpaHOIi KaueCTBEHHO HEe OTJIMYaeTCs OT CBSI-
31 MEMOpPaHOCBsI3aHHBIX TPOTOHOB ¢ BJIM.

BaxxHo OTMETUTB, YTO ITPU BHIKJIIOYSHHBIX ITPO-
TOHHBIX ITOMITIaX J00aBJIEHUE KaTajin3aTopa OTPhI-
Ba IIPOTOHOB HE OKAa3bIBAET BIMSHMS Ha IIOBEPXHOCT-
HBII 3apsiI MATOILIACTOB. DTO CBSI3aHO C TEM, YTO
IIpyu HepabdoTalIIUX NMPOTOHHBIX IOMIIAX CJIOH
MIPOTUBOMOHOB Ha MOBEPXHOCTU MeMOpaHbl 00pa-
3yeTCs MOHAMM Kajausl (OCHOBHBIMU KaTMOHAMM B
KUCIIOJIb3YyEeMOU cpeae M3MEpeHHUs), a ABOMHOM
9JIEKTPUYECKUIA CJION HaAXOAMTCS B COCTOSIHUU
paBHOBecHs. [Ipu BKIIOYEHUN HPOTOHHBIX ITOMII
HMOHBI KaJIMsS 3aMeIaloTCsl MOHAMU BOAOPOIa, TP
3TOM CHCTeMa BBIXOIUT U3 COCTOSTHHSI PABHOBECHSI.
CocrosiHMe ¢ M30BITOYHOI KOHIIEHTpaluei mpo-
TOHOB Ha MOBEPXHOCTH MEeMOpaHHBI SIBJISIETCS CTa-
LIMOHAPHBIM M TOAACPXUBACTCS PabOTOM ITPOTOH-
HbIX ToMII. JloGaByieHKe KaTaju3aTopa yBeIndynBa-
€T CKOPOCTh OTPhIBa IPOTOHOB B O0BEMHYIO (ha3y
BOJBI M CMEIaeT CTAallMOHAPHOE COCTOSIHUE, YTO U
HaOJIIoaeTCsl KakK yBeJIWYeHUEe OTPULATEbHOIO
3apsiga MeMOpaHbl. DTOT 3PdeKT He HabmoIaeTes
B PAaBHOBECHOM COCTOSTHMU (IIpM OTCYTCTBHH HC-
TOYHMKA SHEPTUM).

IIpu ucciaenoBaHMU (QYHKUMOHAJIBHON pPOJIU
¢pakmym MeMOpPaHOCBSI3aHHBLIX IIPOTOHOB OBLLIO
IM0Ka3aHO, YTO MX YIaJIEHHUE C TTIOBEPXHOCTU MHUTO-
IUTacTOB ¢ momotibio Katanusaropa (HEPES 20 MM)
YBEJIMYMBAJIO CKOPOCTb pabOThI MPOTOHHBIX ITOMII,
OLICHUBAaEMYIO 110 CKOPOCTH IBIXaHWSI MUTOILIAC-
TOB (puc. 6). Takum 06pa3oM, ObIJIO MOKAa3aHO, YTO
(pakiuss MeMOpaHOCBSI3aHHBIX IIPOTOHOB, CBSI3aH-
Hasl ¢ BHyTpeHHeil MeMOpaHOU MUTOXOHIPUA, UC-
MOJTHSIET TaKKe POJIb PETYSITOpA AaKTUBHOCTH JIeK-
TpoH-TpaHcopTHOM Henu cucremMbl OKCPOC.

HECTEPOB u ap.

Hanuuue stoit (ppakiuu TOpMO3UT padOTy Mpo-
TOHHBIX IIOMII II0 MEXaHU3My OOpaTHOI CBSI3U.
AHanornyHeiii 3(ppekT MoXHO HabIoAaTh TaKXKe
pu 06pa3oBaHUN MeMOPaHOCBSI3aHHBIX IIPOTOHOB
B pe3yibrare ruaposmsa caged-H™ [33]. Habmronae-
MBIl B 9TUX 3KCIepUMeHTax 3¢ GEKT TOPMOXKECHUS
JIBIXaHUSI M30BITKOM MeMOPaHOCBSI3aHHBIX IIPOTO-
HOB II0Ka3aj, YTO IpuUpoAa UX CBSI3U C IOBEpX-
HOCTBIO MeMOpaHBI KauyeCTBEHHO OTIMYAETCS OT
CBSI3M MOHOB KaJIsI ¢ MeMOpaHOil B paBHOBECHOM
cocrosgsHuu. CKopee BCero, CBsI3b MOHOB Kajus C
IMOBEPXHOCTbIO MUTOILIACTA OIIPENesIsIeTCs IIpsi-
MBIM 3JIEKTPOCTATMYECKMM B3aMMOACHCTBUEM Ka-
THOHOB C OTPULATEIBLHBIM 3apsiIOM ITOBEPXHOCTH,
B TO BpeMsl KaK CBsI3b IIPOTOHOB C ITOBEPXHOCTHIO
MUTOILIACTOB B 3HEPTU30BAaHHON cHCTeMe OIm3Ka
10 CBOMM CBOMCTBaM K BOZOPOIHOM CBsI3U. MIMeH-
HO 3TOT THII CBSI3U, KaK IOKa3bIBae€T SKCIIEPUMEHT,
YYBCTBUTEJICH K IIEMCTBUIO KaTaanl3aTopa.

W3 maHHBIX pUC. 5 ¥ 6 BUAHO, UTO pa300IIUTEIb
He B3aMMOJICUCTBYET C MeMOpaHOCBSI3aHHBIMU
MMPOTOHAMM, HO 3(POEKTUBHO B3aMMOACUCTBYET C
HUMMU TI0CJI€ UX OTPBIBA OT MEMOPAHBI C ITOMOIIBIO
KaTajau3aTopa. BTo 00YyCI0BIEHO CIa0bIM B3aUMO-
JIefiCTBUEM aHMOHA Pa300IIUTENsI C MOHAMHU BOMIO-
pola, KOTopble cCOpOMpPOBaHEI HA MeMOpaHe. DTOT
apdexT HabaogaeTcs Takxke pu cuHTe3ze ATP [9].

®paknun MeMOPAHOCBI3aHHbIX POTOHOB HA 1O-
BEPXHOCTH MUTOXOHIpHiA. BHellIHAs MeMOpaHa Xo-
PpOIIIO TIpOHUIIAeMa /I HOHOB BOIOPOAA, U II03TO-
My OBLIIO HEOOXOAMMO OTBETUTH Ha BOIIPOC O TOM,
CYILIECTBYET JU IIEPpeHOC MeMOpaHOCBSI3aHHbBIX
MHPOTOHOB MEXIY BHEIIHE U BHYTPEHHEU MeMO-
paHamu. ITpu a3ToM ObLIO0 OOHAPYXKEHO, YTO MTOBEPX-
HOCTb (POCHOPMINPYIOLINX MUTOXOHIPHI, TaK Xe,

Paznuyue CpeaHuit (-noTeHUMan B IKCNEPUMEHTE, MB
docmosepHo
il No Momnbl He paboTatoT Momnbl paboTatoT
s -25 - Hem docmosepHbix -
= pasauyuu 3mM 20mM 3ImM 20mM
%’r {' + HEPES HEPES HEPES HEPES
I
g + 1| -21,9+1,1 | -22,9+1,5 | -22,0+14 | -239+16
E-20
s 2 -22,7+0,9 -22,5+1,1 -23,5+1,3 -26,1+1,4
3 -21,6+1,8 -22,3+1,1 -20,1+£0,6 -24,6 £ 0,9
4 | -22,9+1,3 241+12 | -22,2+0,9 | -26,2+1,4
[HEPES]: 3mMM 20mM 3mM 20mM
NOMMbI nomnbl 5 -22,8+1,1 -23,2+0,9 -21,3+1,1 -22,9+0,5
He paboTatoT paboTatoT

Puc. 5. OoHapyxeHre MeMOpPaHOCBSI3aHHBIX ITIPOTOHOB, 00J1aJAIOIIMX U30BITKOM CBOOOIHOM dHEPrUU, HA TTOBEPXHOCTU MUTO-
IJIACTOB B YCJIOBUSIX pa0OThI TPOTOHHBIX MOMIIT. B Tabiuie npuBeneHbl (-TTOTEHIIMATBI B MISITH SKCIIEPUMEHTAX Ha Pa3HbIX Mpe-
rnapaTax MUTOILIACTOB I10 AaHHBIM pa®oThl [23]. Ha nuarpaMmme rokasaHbl yCpeIHEHHbIC JaHHbBIE IO BCEM ITSITU MperapaTam
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Puc. 6. YBennueHue CKOPOCTH IbIXaHUSI MUTOILIACTOB (CKOPOCTU (DYHKIIMOHWPOBAHUS IMMPOTOHHBIX TIOMIT) B IPUCYTCTBUHU KJIac-
CUYECKOT0 Pa30OIIUTEISI TIPU TTOBBIIIIECHUY KOHIIEHTpaLMY KaTajiu3aTopa oTpbiBa MeMOpaHHbIX TpoToHOB HEPES. PucyHok Mo-

IUGUIIMPOBAH MO JaHHBIM paboThI [23]

KaK ¥ MOBEPXHOCTh MUTOILIACTOB, MOXET HECTU Ha
cebe 3HAYUTENBHBIN OTPULATENLHBIN 3apsm. DKc-
MIEPUMEHTHI IIOKa3alId, YTO IIEPEeHOC MeMOpaHO-
CBSI3aHHBIX IIPOTOHOB B HOPMAaJIbHBIX M30TOHUYEC-
KMX YCJIIOBMSIX TMpoTekaeT ManoagdekTuBHo. On-
HaKO MeXMeMOpaHHBIN IEPEHOC aKTUBUPYETCS B
YCJIOBUSX CIabOT0 OCMOTMYECKOTO cTpecca (Mmpu
120 MOcM B cpeae MHKyOalMd MUTOXOHIpPHUIA),
KOrIma, Mo JaHHBIM 3JIEKTPOHHON MHKPOCKOIIMU,
MOXHO HaOJII0IaTh CTBIKOBKY BHCIIHEW M BHYT-
peHHelt MeMOpaH, OOYCJOBJIECHHYIO HaOyxaHUeM
MmaTpukca [24]. YinaneHue MeMOpaHOCBSI3aHHBIX
NpOTOHOB ¢ ToMolpio Kataiam3atopa (HEPES
20 MM) yBeanuuBaeT CKOPOCTb padOThl MPOTOH-
HBIX IOMIT B Iperaparax HaOYyXIIMX MUTOXOHI-
puii [42] aHAJIOTMYHO TOMY, KaK 3TO IPOUCXOIUT
Ha MUTOILJIACTaXx.

YuacTre MeMOpPaHOCBA3aHHBIX MPOTOHOB B PeaK-
muax cuate3a ATP B muroxonapusix. MemOpaHo-
CBSI3aHHBIC IIPOTOHBI HAMIPSIMYIO YIaCTBYIOT B pe-
akuusx cuHte3a ATP [43]. OnbIThl IPOBOAWIM HA
MHTAaKTHBIX MUTOXOHAPUSX B TMIIOTOHUYECKUX U
M30TOHUYECKUX Cpelax, B IPUCYTCTBUU U IPU OT-
CYTCTBHMU KaTaJIM3aTopa peaklMy OTphIBa MeMOpa-
HocBs3aHHBIX TpoToHOB (HEPES 20 MM). Pe3yib-
TaThl 3TUX IKCIIEPUMEHTOB IPUBEACHBI Ha PUC. 7.

MOKHO BUIETD, YTO KAaTaIM3aTOP PE3KO CHIKACT
addexktuBHOCTh GyHKIMOHUpoBaHUS OKC®OC,
ymeHbInasgs ADP/O Ha 20—40%. Dddexr Hadm0-
IaJicsi B YCJIOBUSIX TMIIOTOHHMM, HO B HEKOTOPBIX
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SKCITEpUMEHTAaX OH MOSIBJISIICS M B U30TOHMYECKMX
YCJIOBUSIX. DTU U paHee OIMCaHHbIE JaHHbBIE I103-
BOJISIIOT CHEJIAaTh 3aKJIIOUYEHHE O TOM, YTO SHEPTHUS
dpaky MeMOpPaHHBIX IIPOTOHOB MCIOIb3YeTCSI B
peakuuu cuHTe3a ATP mpu padore OKC®POC.
HeycroiitunBocTh 3 @dekTa BhI3BaHA TEM, YTO TO-
HUYHOCTh CpeIbl SIBISICTCSI HE €IMHCTBEHHBIM
daxTOopoM, KOTOpBII KOHTPOJIUPYET CIUIAHUE
MeMOpaH MUTOXOHIPU U NEUCTBUE KaTaau3aTopa.
B cBs13p Mexny IMpoToOHAMHU ¥ MeMOpaHaMM BKJTIO-
YeHBI, KaK OBbLIO ITOKAa3aHO BEIIIE Ha MOIENIbHBIX
cUcTeMaXx, MOJEKYJbl BOJbI, 1 TAKOTO pola CBSI3U
MOTYT MEHSITBCS IpPH HEOOJBIINX HM3MEHEHMSIX
BHEIITHUX YCJIOBHIA.

MMUTOXOHJIPUU KAK ITPOTOHHBIN
CYIIEPKOHJAEHCATOP (MOHUCTOP)

IIpuBenéHHbIC paHee JaHHbIE TOKA3LIBAIOT Ha-
KOIUIEHHE MOHOB BOAOpPOAAa B IBOMHOM 3JIEKTPHU-
YeCKOM CJIO€ Ha ITOBEPXHOCTU BHYTPEHHEN MeMO-
paHbl MUTOXOHAPUL. DTO 1a€T BO3MOXHOCTh CPaB-
HUTh MUTOXOHIIPMU C CYIIEPKOHIECHCATOPOM (HO-
HUCTOPOM) — TEXHUYECKUM YCTPOMCTBOM, SHEPTHUSI
B KOTOPOM 3aIlacaeTcs B IBOMHOM 3JIEKTPUYECKOM
cJioe Ha TpaHuIie ¢ 3jekTponaoM [44]. HemaBH1Ee MO-
JIeJIbHBbIE MCCIeNOBaHMs ruapaTaun Gpochommim-
JIOB I€MOHCTPUPYIOT, YTO MOHBI Ha MexXda3Hoi
rpaHuie ¢ GocHONMIUIHBEIM OUCIOEM JOKATU30-
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Puc. 7. CHmxenme koadpdunmenta nojesnoro aevicteus (KI11) OKCPOC npu ynaneHun Gpakiiuu MeMOpaHOCBSI3aHHBIX ITPO-
TOHOB ¢ tomoikio Katanusaropa (HEPES 20 MM). Ha nuarpammMe nipuBeieHbl yCpeTHEHHbBIE TaHHbBIE U3 paOOTHI [43], moaydeH-
HBIE Ha YeTBIPEX pa3HBIX Mpernapartax MutoxoHnpuit. K1 omeHuBatu mo cpeaHeii BeananHe mapamerpa ADP/O, oTpaxkarorie-
TO KOJIMYECTBO aTOMOB KHCJIOpOa, UCIOJIb3yeMOe MUTOXOHAPUSIMM JUTSI CUHTe3a omHo# Mosiekyabl ATP 3 ADP u ¢ocdara. 3a
100% npunuManu napametp ADP/O = 2, COOTBETCTBYIOIIMIT TEOPETUIECKOMY MaKCUMYMY IIPY OKUCICHUU CYKIIMHATA

BaHBI HE TOJIBKO B c1abocBsizaHHOM cioe [yn—Yern-
ME€Ha, HO U aICOPOMPYIOTCSA B MOJISIPHOM 30HE JIU-
MUIHOTO 6Mciosa BOMM3M (ocdarHbIx rpymn [45].
OTO AAa€T BO3MOXHOCTD JIJIsI 00pa3oBaHUsI BHICOKO-
YCTOMUMBBIX CTPYKTYP, aHAJOTMYHBLIX TaKOBHIM B
MMOPUCTBHIX 3JEKTpojgax HMoHHuCTOpoB. Ilpu aToM
SJIEKTPUYECKUI 3apsil IIPOTOHOB pacIipele€H Ha
OOJIBILION MOBEPXHOCTH, @ PACCTOAHUE MEXIY Pa3-
HOMMEHHBIMHU 3apsigaMu oYeHb Mayio (MeHee 3 A).
BaxxHo oTMeTHTB, YTO, B OTJIMYME OT MOHHCTOPA,
IIe HOCUTEISIMM 3apsiia CIyXKaT J0O0ble MOHBI
3JIEKTPOJINTA, B MUTOXOHIPUSX HMIAET IIpollecc
TpaHCMEMOpPaHHOIO IIepeHOoca IIPOTOHOB (B pe-
3yabprare (PyHKIMOHUPOBAHUS KOMIUIEKCOB IIBIXa-
TEJIbHOH 1IeTnn), B pe3yJIkTaTe 4ero IpuMeMOpaH-
HBIM CJIOM CBSI3aHHBIX KaTHMOHOB (OPMUPYETCS
MIPEeUMYIIECTBEHHO 13 MIpoToHOB. Ilocmemyromimit
00MEH MPOTOHOB Ha Apyrye UOHKI, IIPUXOISIIIEC 13
BOJHOI1 (ha3bl, BO3MOXEH, OTHAKO UMEET JOCTATOU-
HO BBICOKYIO DHEpruio akTuBaluu. UMEeHHO 3TOT
MPOLIECC OTPbIBA MTPOTOHOB OT MEMOpaHbI (MU 00-
MEHa Ha JpYyroil MOH) KaTaJau3UpyeTcs caadbIMU
ocHoBaHUSIMU. [TOCKONBKY ITPOTOHBI, 3allaCEHHbIE
Ha Mex@a3HOM rpaHHIIe, MOTYT MCIIOJIb30BaThCS
ATP-cuHTa30ii A8 OCYyLIECTBJAEHUSI CUHTE-
3a ATP [9, 17], Takue CTpYKTYpHI C BBICOKOU 3JI€KT-
PHUYECKOil EMKOCTBIO MOTYT BBIIIOJHSITH (DYHKIIMIO
IIPOMEXYTOUHOTO aKKYMYJISITOpa SHEPIUUA B MUTO-
XOHIPUSIX.

O CBOVMICTBAX MEMBPAHOCBA3AHHBIX
ITPOTOHOB

BOddekT yaepKaHus NTPOTOHOB Ha MexXda3Hok
rpaHulle HaOJIOAAeTCsl B YCJIOBUSX CBSI3bIBAHUSI
MOHOB BOJIOPOJIa HA MOBEPXHOCTU MeMOpaHbl MU~

TOXOHAPHIA, MUTOIIJIACTOB 1 HA MOACIBHBIX CUCTE-
max: Ha BJIM u Ha Mexda3HOI IrpaHUIle OKTaH-
Boda. BaxHelileit ocoOEHHOCTbIO MeMOpPaHOCBSI-
3aHHBIX IIPOTOHOB SIBJISIETCSI X CIIOCOOHOCTH MpPHU
OTpBIBE OT MEMOpPaHbl HEITOCPEICTBEHHO Y9acTBO-
BaTh B pabote ATP-cuHTa3b! (KJT10YEBOI OMOIOTH-
YeCKOil MaIlIMHBI) B Ka4ecTBe pabodero Tema. B pa-
0oTe maHO omucaHue cIelnPUIECKNX CBONCTB
MeMOpPaHOCBSI3aHHBIX TPOTOHOB.

o @pakuusa MeMOpaHOCBI3aHHBIX IMPOTOHOB
dopMupyeTCa B rpaHUIIaX ABOMHOIO 3JICKTPUUEC-
KOT'O CJIOSI U HAXOIMUTCS B TNIOTHOM CJIO€ IIPOTUBO-
HOHOB (B mpeneyiax BHELIHEW IJIocKocTH lenbM-
TOJIblIa M TUIOCKOCTU CKOJbxXeHus). Ilpu pabore
IIPOTOHHBIX TIOMIT COXpaHSIETCS 3apsi IIEpPBOTO
CJI0sI TIPOTMBOMOHOB (BEeJIMYMHA MMOBEPXHOCTHOTO
3apsiIa MUTOXOHIPUI HE MEHSIETCSI), TaK KaK MOHBI
BOJOPOA 3aMEIIAOT B HEM MOHBI KaJIHSI.

e @dpakuusg MeMOpPaHHBIX IIPOTOHOB SIBJISIETCS
HEepaBHOBECHOI 1 001a1aeT N30LITKOM CBOOOIHOM
sHeprun. OHa CYIIECTBYET TOJBKO B YCIOBUSX Te-
Hepaluy MPOTOHOB Ha MexX(ha3HOW rpaHulie. JTO
MNPUHLMOKATIBHO OTJIMYaeT €€ OT paBHOBECHON
dpakuuu npotuBornoHoB cios IlrepHa.

e BrhicokMe KOHLEHTpaluu MEMOpPaHOCBSI3aH-
HBIX MPOTOHOB WHIMOUPYIOT pabOTy MPOTOHHBIX
IIOMII 3a CU€T (pOpMUPOBAHUS 3aIIUPAIOIIETO CJIOS
13 IIPOYHO YASPXKUBAIOIIMXCS HAa MeXda3Hoil rpa-
HUIIE MOHOB BOJIOpPO/A.

e MemOpaHOCBSI3aHHBIE MPOTOHBI CIIOCOOHBI K
OBICTPOMY JIaTepaJIbHOMY IBIKCHUIO O€3 OTPHIBA B
BOIHYIO a3y (IOIBMKHOCTH OJXHOTO MOPSIIKA C
MOABUXXHOCTBIO IPOTOHA B 00BEME).

e MemMOpaHOCBsI3aHHbBIE TPOTOHLI 00J1a1al0T U3-
OBITKOM CBOOOTHOI 3HEPIUU, M IIO3TOMY MOTYT
OBITh yAaJeHBI ¢ MEeMOpaHbI 100aBJIEHUEM KaTalu-
3aTOPOB OTPBIBA MIPOTOHOB — BHICOKMMM KOHIIEHT-
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pauusMu cnabbix ocHoBaHuit (0ydepoB HEPES,
Tris, MES) nnu aHnoHOB c1a0bIX KMCIIOT (LIATPAT).
e  OTpHIB IIPOTOHOB OT MEMOpPaHBI U UX JaTepajlb-
HBII TIEPEeHOC MPOUCXOIIT C Y4aCcTHUEM MOJIEKYIT
BO/IbI.

o [IpoToHbl Ha Mexda3HOI rpaHulle o0JagAIOT
M30BITKOM CBOOOIHOI 3HEPIHU, KOTOPasi UCIIOJIb-
3yetcsl ATP-cuHTazoii B peakuuu cuHte3za ATP.

SAK/IIOYEHHNE

AHanu3 nokasa, 4YTO SHEPIUsl OKUCIUTEIbHBIX
peakiuii, Kotopasa ucnojb3yercsl B cuHTe3e ATP,
3aIracaeTcs He TOJbKO B (hOpMe 3JIEKTPOXUMUYEC-
KOI0 MOTEeHIIMaIa MOHOB BOIOPOAAa Ha MUTOXOHII-
pHUanbHOU MeMOpaHe, HO TaKXKe, a MOXET ObITh U B
MepBYyI0 ouepeab, B popme ppakiini HOHOB BOAO-
ponma, 71aOMJIBHO CBSI3aHHBIX C ITOBEPXHOCTBHIO
MeMOpaHbl. [Ipouecc 3anacaHust SHEPrUU B MUTO-
XOHJPUSX HEPa3pbIBHO CBSI3aH C IEPEHOCOM HO-
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HOB BOJIOPO/ia, KOTOPbIE OMHOBPEMEHHO UCITOJIHSI-
10T ABe (PYHKIIMM — IIEPEHOCUYMKA 1 HOCUTEJISI CBO-
0OHOI HEPTUU MPOTOHOB U B TO K€ BPEMSI SIBJISI-
[0TCs cyocTparamMu (pabouyuMu TejlaMu), odecrie-
JUBAIOIIMMI HallpaBJIeHHOE IBUXEHHE pPadoumx
3JIEMEHTOB B CJIOKHOI OMOJIOTMYECKON MaIllnHe,
kotopoti saeisiercs FFy-ATP-cuHrasa.

®unancuposanne. Pabora BrimmoIHeHa mpu pu-
HaHcoBOW momaepxkke Poccuiickoro ¢oHga ¢yH-
JaMeHTalbHBIX McciaenoBaHuii (rpaHt Ne 19-04-
00835), a Taxke mipu ropaepxkke HULL «KypuaTos-
CKMU MHCTUTYT» (TeMaTuuecKuit rmiuaH «M3yyeHue
MpOLIECCOB TeHepaluu, Mepeaadyd U pacrapenese-
HUS BHEPIUU B XUBBIX OPTaHU3MAaX»).

KondaukT uaTEpecoB. ABTOPHI 3aBISIOT 00 OT-
CYTCTBUY KOHMJIMKTAa UHTEPECOB.

Coo0umonenne 3THIecKux HopM. B pamkax HacTo-
I CTaThbU HE IIPOBOIMIIOCH KAaKUX-JTM0O SKCIIe-
PMMEHTOB C YY4aCTHEM JIIOEH WM XKUBOTHBIX B Ka-
YeCcTBE 0OBEKTOB.
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MECHANISM OF ENERGY STORAGE AND TRANSFORMATION
IN MITOCHONDRIA AT THE WATER-MEMBRANE INTERFACE

Review

S. V. Nesterov'2, E. G. Smirnova®, and L. S. Yaguzhinsky?34*
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2 Moscow Institute of Physics and Techonology, 141701 Dolgoprudny, Moscow Region, Russia
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In this analytical review various methods for the generation of membrane-bound protons with the use of different
energy sources were considered at model and natural systems. The analysis showed that all three considered types of
reactions contain the same key stage of membrane-bound protons synthesis. It is the dissociation of electrically neu-
tral Bronsted acids at the interface during the transition from hydrophobic phase to water with a low dielectric con-
stant. Particular attention is paid to the fact that in one of the analyzed model systems, membrane-bound protons
provide energy for the ATP synthesis reaction. The review provides data showing that a similar mechanism for the
synthesis of membrane-bound protons was also carried out on natural membranes of the OXPHOS system, in par-
ticular, on the membranes of mitoplasts and mitochondria. The analysis showed that the energy of oxidative reac-
tions, which provides the synthesis of ATP, at the intermediate stage is stored not only in the form of the transmem-
brane electrochemical potential of hydrogen ions. It is also and perhaps even primarily, stored in the form of hydro-
gen ion fraction bounded to the inner mitochondrial membrane. The process of energy storage in mitochondria is
linked with the transfer of hydrogen ions, which simultaneously perform two functions. The fraction of hydrogen
ions on the membrane surface is a free energy carrier and, at the same time, a direct substrate (working body) pro-
viding the movement of F,Fy-ATP-synthase biological machine.

Keywords: membrane bound proton, hydrogen ion, membrane, mitochondria, oxidative phosphorylation, super-
capacitor
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