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B pa6ore ObL1 MCClIeIOBaH MPOLECC 3IEKTPOIOopalii OUCTOMHBIX JIUTTUAHBIX MeMOpaH (BJIM) u3 nuosneo-
midocharuamnxoanta (JODX). DkcnepuMeHTAIbHO MOJydeHHAs 3aBUCUMOCTDb CPEIHEr0 BPEMEHU K13~
HU OT MPUJIOKEHHOTO HanpsikeHus B nuarazoHe 200—375 mB siBiasieTcst HEMOHOTOHHO# U HE MOXET ObITh
OIMCaHa B paMKax KJIAaCCUYECKO TEOPUU 3JIEKTPOIIOpallMU. DTU Pe3yJbTaThl COMIACYIOTCSI C COBPEMEH-
HBIMM MOJICJISIMU TIpoliecca 00pa30BaHUsI CKBO3HBIX ITPOBOISIIMX ITOP B MeMOpaHe, IMoapa3yMeBaloMMy
CJIOXHBIN PO UIIL SHEPTUU MOPHI U €T0 3aBUCUMOCTD OT HATSIKEHUSI MEMOpPaHbI M BHELITHETO 3JIEKTpUYE-
CKOTO MoJist. Mbl MOKa3ajiv, YTO B paMKaxX KJIACCUYECKOU TEOPUU JIEKTPOIOpallii HEBO3MOXKHO OObsIC-
HUTH SKCTIEPUMEHTAJIbHO HAOJI0IaeMble 3aBUCUMOCTHU CPEIHETO BPEMEHU XU3HU MeMOpaHbl OT TPUJIO-
>KEHHOI pa3HOCTY MOTEeHIIMaIOB. TakuM o0pa3oM, Teopusl TpeOyeT NaTbHEUIIINX YTOYHEHUM.
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BBEAJEHUWE

OnHa 13 BaXHEeNIUX (pyHKIMN KIETOYHBIX MEM-
OpaH 3aKJII0YaeTCs B TOM, YTOOBI COXpaHSITh BHYTPH -
KJIETOYHBIE TTIPOCTPAHCTBA U CaMy KJIETKY M30JIMPOBaH -
HBIMU OT BHEIIHEW cpembl, oOecrieuynBasi Ipu 3TOM
KOHTPOJIMPYeMbI 0OMeH BemecTB. HecMmoTpst Ha To,
YTO GMOJIOTMYECKUE MEMOpPaHBI ColepKaT 3HAYNUTEIb-
HOE KOJIMYECTBO OEJIKOB, OCHOBHAsI CTPYKTypa, OIpe-
nensionias 6apbepHy0 (QYHKIUIO, — 3TO OMCIION
aMdubUITBHBIX MOJIEKYT TUunuaoB. HapyieHue 6a-
pbepHOIl (yHKINU MeMOpaH SIBISICTCS IIPUIMHOM
pa3BUTUS MHOTHUX ITATOJIOTU, TaK KaK IIPOUCXOAUT
HapyllleHMe HOPMaJIbHOTO TOMeOoCTa3a KJIeTKH, MPU-
BoJIsIIee B UTOre K ee Tubenu. 1o aToit mpuunHe
BOIIPOC PETYJSALUU IIPOHUIIAEMOCTU JIMIIMIHOTO
OMCIION KJIETOUHBIX MeMOpaH SIBJISIETCS] MPEeAMETOM
MHTCHCUBHBIX MICCICTOBAHMIA B 3TOI 00J1aCTHU C TIPU-
MEHEHHMEM TEeOPETHMYECKUX, IKCIIEPUMEHTAIbHBIX U
BBIUMCIUTENILHBIX MeTOlI0B [1]. B pe3ynbpTaTe mpoBe-
JIEHHBIX UCCJIEIOBAaHMIA ObLIO BEIICHEHO, YTO IPOHM -
IaeMOCTh MeMOpaH MOXKET OBITh YBEJIMYCHA 3a CUET
o0Opa3oBaHUs B Hell MOp MPU IIPUTOXKESHUY BHEITHE-
IO BJIEKTPUYECKOTIO IoJisl. Takoe sIBJIeHUE MOJTyIrIIO
Ha3BaHME “3JeKTporopanus”.
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3a nocnegHue AeCATUIETUS IEKTporopaius Kie-
TOYHBIX MEMOpaH cTajla OCHOBOIA MHOTMX OMOTEXHO-
JIOTMYecKMX (MUKpOOHAsi MHAKTUBALIMS, SKCTPAKIIUS
ouomosekyn) [2] u OMOMETUIIMHCKUX (2JIeKTPOXH-
MUOTeparnusi, TpaHcGeKIusl, CIMSIHUE KJIETOK) [3—5]
npuioxeHuit. OgHaKO HECMOTPS Ha IIMPOKOE MpU-
MEHEHME PTOT0 METOo/la, B MOHMMAaHWU MeXaHU3Ma
MOpo0oOpPa30BaHUS OCTAETCSI MHOTO OEbIX MSITEH.

®dopMupoBaHue MOpP B MeMOpaHaxX — 3TO CIOX-
HBII TIpolIecC MepecTpOeHMs MOJIEKYI TununoB. O6-
pa3oBaHue JI000To MPOBOAILIETO JedheKTa MPUBOIUT
K KOHTaKTy TUIPOMOOHBIX LIeTei TUNUI0B C BOAOM,
YTO ZHEPreTUYeCKU HEeBBITOOHO (Mexkda3Hoe HaTs-
JKeHME Ha IpaHulle pasiena JeKaH/Boaa COCTaBIsIeT
npumepHo 60 MH/Mm). Tlo 3Toit mpuyMHE TUITUOBI
BBIHYXIIEHbI J1e(OpMUPOBATHCS U TTOBOPAUYUBATHCS
Ha KpOMKE MOpPbI, YTOOBI clieyiaTh €€ TUAPODUIBHOM.

Krnaccuueckasi Teopust mopoodbpa3oBaHus OIMU-
ChIBa€T U3MEHEHME CBOOOMHOI SHEPIrUU MeMOpaHbI
npu GopMUPOBAHUHU B HE TTOPHI Kak [6]:

E(r) = 2nry - mr’o, (1)

rae r — paauyc Mmopbl, Y — JMHEWHOE HaTsXKeHUe
KPOMKH NOpbI (M30BITOYHAS 3HEPTUS JIMIIUIHOIO
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MaTepurayia Ha KpOMKe MOpbI, OTHECEHHA K €€ TIepH-
MeTpy), G — JaTepalibHOEe HaTsS>KeHWe MeMOpaHHI.
MaxkcuMyM 3HEPTUM HaXOOUTCS B TOYKE KPUTUYC-
CKOTO paguyca IOpbl, KOTOPBII XapaKTepU3yeTCs KaK
r¥ = y/ o. [Tophl ¢ paanycoM MeHbIIEe KPpUTUYECKOTO
MOTYT 3aJIeYUBaThCS, B TO BPEMS KaK MOPHI C pagny-
COM 00JIbIlle KPUTUYECKOTO OYyIyT BHI3bIBATh pa3py-
ImeHue MeMOpaHEL. B paMKkax Takoro momxoma MeM-
OpaHa paccMaTpWBajiach KakK OSCKOHEYHO TOHKas
IUIEHKA, a CTPYKTypa JMUIUAOB OblIa HESIBHO TIpe-
cTaBiieHa TapaMeTpoM Y [6]. Tem He MeHee, B paMKax
JIAaHHOI MOJEIN YIaJI0Ch ONMCATh BIUSHUE TUITUIO0B
pa3IUYHO MOJIEKYJISIPHOU (hOPMBI HA yCTOMYMBOCTh
MeMOpaH K (GopMHpOBaHUIO CKBO3HLIX 1op [7]. B
paMKax Takoi TeopuHr ObLIO HEBO3MOXHO ITPOTHO3M-
poBaTh TO, KaK UBMEHEHNE, HarpuMep, KoHdopmaiim-
OHHOM MNOABMKHOCTH YIJIEBOIOPOMHBIX IIeTIeil JIr-
MUIHBIX MOJIEKYJI OyleT BIMSATHL Ha yCTOMYMBOCTH
MeMOpaHBHI K 271iekTponopaunu [8]. HaumHast ¢ 1988 ro-
Jla CTaJIN TTOSIBJISITHCS Pa3IMYHBIE TEOPETUYECKIE pa-
0OTBI, B KOTOPBIX OBUIU IIPEAIIPUHSITHI IIOTIBITKU SIB-
HO y4eCTb CTPYKTYPY JMUIIUAHOTO OUCIIOS U YIIpyTUe
nedopman MeMOpaHbl B IIpoliecce opMHUpOBa-
Hus mopkl [9—12]. Tak, ObLIO IT0OKa3aHO, YTO (hOPMU-
poBaHMe MOPbl HAYMHAETCS ¢ 0Opa3oBaHUSI TUAPO-
¢ob6Horo gedekra B MeMOpaHe [9], IpoHUIIAEMOTO
TOJNBKO IJISI BOIBI, HO HE I MOHOB [12], KOTOpHIit
3aTeM MnepecTpanBaeTcsl B THAPOMUIbHYIO MOpPY MO-
CpencTBOM JHedopMalnii MOHOCIOEB MeMOpaHEL.
B pa6otax [13—15] aBTOPBI BIIEpBBIE CMOTIJIN ITOCTPO-
WUTh TTOJIHYIO TPAeKTOPUIO TTpoliecca (hopMUPOBAHUSI
IOPHI B JIMITUIHOM OMCIIOE, OT Hadajia oOpa3oBaHUsI
ruapodooHoro medekra OO0 pacIIupeHHUs TUIPO-
¢GUABHOI TIOpPBI, B paMKax TEOPUM YIIPYTOCTHU KU/ -
KMX KPUCTAJUIOB, amallTUPOBAaHHOM K JIMIWUIHBIM
MeMmOpaHaM [16]. B pe3yibrare ObLIO ITOKA3aHO, YTO
npoliecc 06pa3oBaHUs MOPLI B MeMOpaHe COTpsiKeH
C IpeoIoJIeHMEeM ABYX DHEPreTUUYECKUX 0aphepoB, a
JIMHEITHOE HAaTsKeHME KPOMKM ITOPhl OKa3bIBaeTCs
B BTOM cjiyyae He (DPMKCUPOBAHHBIM MapaMeTpoM, a
CJIOXXHOI (byHKIIMEH paguyca U IaTepaJlbHOTO HATSI-
XeHus meMOpansbl. [Tomydaercs, 9To 3HaYCHUS JTU-
HEMHOTO HATSKEHUSI KPOMKHM TIOpblI, M3MEPEHHBIE
JIJISI OMHOTO 1 TOTO K€ JIMIINIA B Pa3HBIX KCIIEPUMEH-
TaJIbHBIX CUCTEMAax, MOTYT CWUILHO Pa3jInyaThbCs. DTO
MpeacKkazaHue COMIacyeTcsl ¢ SKCIepUMEeHTAIbHBIMU
HaOIIOIEHUSIMMU.

OKCIepUMEHTaIbHO MPOLECC KOHTPOJIUPYEMOTO
o0pa3oBaHUsl MOP HMCCAEAyeTCsl B PasUYHbIX MO-
JeJIbHBIX CHUCTEMAaX, KOTOPble UMWUTUPYIOT JIUITUI-
HBI MaTPUKC KJIETOUYHBIX MEMOpaH: OMCIOHbBIE TN~
nunHbeie MeMOpaHbl (BJIM) ¢ pactBoputenem [17],
0e3 pactBopuTens [18], ruraHTCKMe OTHOCIOWHBIC
Be3ukyJsibl ('OB) [19] u T.i1. DT paboThl MOKa3aIH,
YTO B pa3HbIX CUCTEMaX MTPU OAMHAKOBBIX JIUIHUIHbBIX
COCTaBax 3HAYCHUS Y HEIPENCKA3YEeMO Pa3In4aroTCs.
Tax, aBTopsI cTaThu [20] MpoAEeMOHCTPUPOBAIIN, UTO
3HAUEHUS Y IJIS1 SIMYHOTO JIELUTUHA MOTYT HAXOUTh-
cd B nuana3oHe oT 8.6 1o 42 nH. ITo-BuauMoMy, 310
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CBSI3aHO C T€M, YTO XapaKTepHbIE pa3Mephl IIOp, IS
KOTOPBIX MPOU3BOAUTCSI U3MEPEHUE TMHEIHOTO Ha-
TSDKEHUS, OTJIMYAIOTCS B PA3JIMYHBIX MOACIBHBIX CH-
cTeMax.

O HaJIMYMU pa3HBIX XapaKTePHBIX pa3MepoB IOp
CBUIETEJIBCTBYIOT TaKXKe SKCIECPUMEHTHI MO 3JIeK-
TPOCIUSHUIO KJIeTOK. Tak, ObLI0 IT0Ka3aHo, YTO CO-
yeTaHue HAHOCEKYHIHBIX U MUKPOCEKYHIHBIX DJICK-
TPUYECKUX UMITYJIbCOB BBICOKOTO HAMPSIKEHUS T103-
BOJISIET CHayaJla CO34aBaTh MaJjible IIOPHI C PagryCcoM
nopsitaka 1 HM, a 3aTeM pacIIMpPsITh UX IO PaauycoB
60—70 HM [21]. COOTBETCTBEHHO, €CJIM 9KCIIEPUMEH-
TaJlbHBIE W TEOPETUYCCKHME HCCIASHOBAHMUS BEIyT K
MOHUMAIO TOTO, YTO MOpa B MeMOpaHe TpeacTaBlIsieT
co0oi1 TIepexoll HECKOJIBbKUX XapaKTePHBIX CTPYKTYP
JIPYT B Ipyra, a 9HEpreTUYeCKUii 0apbep UMeeT CIIOK-
HyI0 ¢OpMy, TO OCTAaeTCsI BOIPOC, UTO UMEHHO Xa-
pakTepu3yeT JUHeiiHOe HATSIKeHME, OIpelesieMoe
B 9KCIIEpMMEHTaX KaK HeKasi KOHCTaHTa.

B naHHoOIt paboTe Mbl MCCIIeA0BAIN MPOLIECC BIIEK-
TpONOpallM MOJEJNbHBIX OUCTONHBIX JMITUIHBIX
MeMOpaH, cOpPMHUPOBAHHBIX U3 AuoJieonadocda-
tuauiaxoirHa (JODX) mo Kjiaccu4yeckoil METOANKE
Mionnepa—Pynuna [22]. [TomyyeHHas clIoXXHast 3a-
BUCUMOCTb CPEIHEr0 BPEMEHM KU3HU MEMOpaH OT
MPUJIOKEHHOTO HAMPSIXKEHUSI MOXET ObITh OOBSICHE-
Ha B paMKax TMIIOTe3bl 0 HUIMYUU ABYX SHEpreTuye-
CKHMX 0apbhepoB Ha TpacKTopun (OPMUPOBAHUS TTOPHI
C PaguyCcOM BbIIIIe KPUTHUYECKOTO. Mbl MpOaHaIU3U-
poBaJiu, KaKMM 00pa3oM TaKoil BUA SHEPreTuYecKo-
ro npoduist MOpbl MOXET MOBJIUATh HA TEOpETUYE-
CKYIO MOe/b, TPUMEHSIEMYIO IS OMMCAaHUST MOTy-
yaeMbIX JaHHbIX.

MATEPHAJIBI U METOJbI

Bucnoiinple nunmuoHble MeMOpaHbl (OPMHUPOBa-
Jmch MetogoM Mionnepa—PynnHa [22] n3 pacTBopa
1,2-npuonenn-sn-rauiepo-3-dpochoxonuna (JODPX,
Avanti Polar Lipids, CIIIA) B nekaHe KOHLIECHTpalluK1
10wm 151/71 (ancroTa 299%, Sigma, CI1IA) Ha oTBepCTHU
B TedoHOBOI Teperopoake (muamerp d = 0.8 MM),
pasgersionieili nBe moiysdeiliku. bydepHsbiii pac-
TBOP, KOTOPBHIM 3aHOJHSUIN IIOJIySIYEMKM, COAepKal
100 MM KCI (uuctota 299.5%, Peaxum, Poccust) u
5MM HEPES (uucrora >99%, Helicon, Poccwust)
B OumuctuimmmpoBaHHoi Boge ¢ pH 7.5. st mpose-
JIeHUST 3JIEKTPUIYECKUX U3MEPEHUI 1 MPUITOKEHUS K
MeMOpaHe BHEIIHEro 3JIEKTPUYECKOIO ITOJISI B KaXK-
Iyio U3 Ttojrysiueek norpyxanu Ag/AgCl-aieKTpoabl.
IIpouiecc hopmupoBaHuss MeMOpaHbl KOHTPOJIUPO-
BaJICS IO POCTY €€ IIEKTPUUIECKOM EeMKOCTU METOIOM
noteHIuoguHaMuKM [23]. g 3Toro TpeyrojibHbIE
UMIYJIbChl HANPsDKeHUs moAaBairuch Ha BJIM c re-
Hepartopa anekTpudyeckux curHanoB (AKMII-3409/2,
AO IIpuCT, Poccust), a TOKOBbIE OTKJIMKI PETUCTPU-
poBanuch Yepe3 ycumTesb Toka (Keithley, Monenn 428,
CIIA) u mepenaBajanch Ha KOMIIBIOTEP C HOMOIIBIO
ALII (JI-xkapn, monenb L761, Poccust). I1pouecc 06-
Ne 4
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pa3oBaHUs MeMOpaHBI M TOCTYKCHUST HEOOXOTUMO-
ro 3HAYCHUS BJIEKTPUUYECKOI eMKOCTH KOHTPOJUPO-
BaJics ¢ moMmolblo ocunsuiorpada (AKMIT-4115/1A,
AO ITpuCT, Poccus).

IMocne popmMupoBaHus MeMOpaHBI K HEll IIpUKIIa-
IBbIBaIA TTOCTOSSHHOE HaMpsDKeHWE B OHAIa30HE OT
200 mo 375 mB 10 MoMeHTa 37eKTPUYECKOTO MPooos,
KOTOPBIN pErucTpupoBajcs Mo pe3KOMY POCTY BJIeK-
TPUYECKOIro TOKa dyepe3 MeMOpaHy. B xome Tpex ce-
pUii SKCIIEPUMEHTOB JJIsI KaXKI0TO 3HAUECHMSI HaIIpsI-
JKEeHMS TIPOBOAMIOCH 10 15-138 usmepeHuit BpeMeHu
XKU3HU MeMOpaHbl. DKCIepUMEHTAIbHBIC IaHHbBIE
PETUCTPUPOBATIUCH C MTOMOIIBIO TporpamMmbl LGraph
(JI-xapn, Poccus).

PE3VJIBTATHI 1 OBCYXIEHWE

CormacHO KJIaCCUYECKOM TEOpUU 3JIEKTPOIopa-
1w [24], 3aBUCUMOCTB CBOOOTHOM SHEPTUU ITOPHI OT
€e paauyca B NPUCYTCTBUM BHEIIHETO 3J€KTpUYE-
CKOTO MOJIsSI UMEET CIIEAYIOIIWIA BULI:

E(r) = 2mry — mr’c — 0.5nCU*F, )
e C = (S—B —1|Cy,, &, — IMRIEKTPUIECKAst TPOHU-
8M

LIAEMOCTb BOJBI, €,, — AUBJIEKTPUYECKasl IPOHULIAe-
MOCTh MeMOpaHbl, Cy, — yelbHasi eMKOCTh MeMOpa-
Hbl, U — puIoXXeHHOe K MeMOpaHe 3JeKTpUYecKoe
HampsKeHue.
COOTBETCTBEHHO, CpelHee BpeMsl XM3HU MeM-
OpaHbl OTNPENEISIIOCH IO 3aKOHY:
3/2
(k1)
T= X

2
4c,ADY |6 + C,, (E—B - 1)%
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my’

2 9
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TIe ¢, — CpeaHsisi KOHLEHTpalus 1e(eKToB Ha enur-
HUIYy TUIolanyu mMeMOpaHbl, A — 1omank BJIM,
D — xoapduiimeHT nuddy3um mop B IpoCTPpaHCTBE
paauycoB, k — nocrosiiHasi bonbumana, T — abco-
JIIOTHasl TeMneparypa.

I110THOCTB BEpOSITHOCTH pacIipeie]IeHUs BpeMeH
XK13HU MeMOpaH F(f) moykHa UMEThb BUI;

X exp

F(r)= %exp(—z), 4)

I7le # — YUCJIO TIOp B MeMOpaHe. B Hammmx akcrnepu-
MEHTax [IJIsl BCeX MCCIeIOBAaHHbBIX 3HAUEHUI HaIpsi-
JKEHMS Mbl TTOJTYYMWJIN 9KCITOHEHIIUAIbHOE pacIipeie-
JIeHUe BpeMeH XU3HU MeMOpaHbl, B TOUHOM COOT-
BETCTBUM C ypaBHeHUHEM (4). DKcnoOHEeHIMaJIbHbIA
BUJ pacnipenesieHrsI ObLI OlIeHeH 110 KpuTtepuio [Tup-
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Puc. 1. [ucrorpamma pacnpenejaeHus: BEIMYUH BpeMEeHU
KU3HU MeMmOpaHbl u3 JO®X mnpu TpaHCMeMOpPaHHOM
HarpsikeHur, paBHoM 200 MB. DKcImoHeHIIMATbHBII BUIT
pacnpenejeHusi MpoBepsuicsl 1Mo Kputepuio [lupcoHa,
cpenHee BpeMsl XXKM3HU MeMOpPaHbI OIpeaessuioCh METO-
JIOM MaKCUMAaJIbHOTO MpaBAONoAo0usl, CIUIOLIHASI KpU-
Basi JiaHa JUIsSl BU3yaJM3allMy 3KCITOHEHIIMAJTbHOTO BUIA
pacnpeneaeHusl.

COHa, IMPU 3TOM HEOOXOOMMOE YMCJIO SKCIIEPUMEH-
TOB IUISI BBIIIOJIHEHMSI TPeOyeMOro KpUTepusl COCTa-
BHJI0 OT 15 mo 138 mpum KaxknoM 3HAYCHWH HaTIpsTKe-
Hust U (cymmapnHo 409 usmepeHuit). OToT pe3yabraT
XOPOIIIO COTIacyeTcsi ¢ JaHHBIMU, TTOJYYeHHBIMU B
pa6ote [25]. boiyiee Toro, Mbl moka3ajiu, YTO HabJIO-
JJacMO€ aBTOpaMu pabOThHl OTKJIIOHEHHE OT DKCIO-
HEHIIMAJBHOTO paclpeaeJeHusI B 00JacTH MajbIx
BpeMeH XXM3HU MeMOpaH MOXKET OBITh YCTPaHEHO ITy-
TeM y4yeTa KOHEYHOTO BpEMEHMU 3apsiKeHUsl MeMOpa-
HbI (okoyio 30 Mc B HawieMm ciydae) [17]. Ha puc. 1
MIpeacTaBjeH IIpUMep 3KCIIOHEHIIMAILHOIO paciipe-
JIeJICHUST BpEMEH XKM3HU MeMOpaH IJIsI IIPUIOXKEHHO-
ro snekrpudeckoro HanpsokeHns 200 mB. Cpennee
BpeMsl XKW3HU MEMOpPaHbI OIPEAe/siioCh 10 METOLY
MaKCUMaJIbHOTO TpaBaornonoous. Ha puc. 2 nokazan
rpa¢duK pacrnpeneaeHus] CPeaIHEro BpeMEeHU XKU3HU
MeMOpaHbI OT HNPWIOXEHHOM Pa3HOCTU 3JIEKTpUYEC-
CKMX MMOTeHOHMaJIOB B amarrazoHe ot 200 mo 375 mB,
a TaKXKe YKa3aHBbl JOBEpPUTENIbHbIE MHTEpBalbl 95%
JIJTS KaXKITOM BEJIMUMHBI CpeIHETro BpeMeHu xu3Hu. 13
MpeACTaBJICHHOTO rpaduKa BUAHO, YTO B TIPOMEXKYTKE
HanpspkeHuii ot 250 mo 275 mMB HabIomaeTcs u3iaoM
3aBUCUMOCTH, KOTOPBIIA He MOXKET ObITh OITMCAaH YpaB-
HeHnueM (3). IlombITKa ammpoOKCHMMalM 3KCIIEpH-
MEHTaJIbHBIX TaHHBIX 3TUM YPaBHEHUEM JAeT BEIUUM -
Hy R? = 0.9786, npu 5TOM BUIHO, YTO 3HAYEHUH B 00-
Jactu 250—275 MB maxe ¢ y4eToM MOIPEUIHOCTU
oIpeAeacHUSI CPEIHET0 BpEMEHU XXU3HU He I1oIaaa-
IOT Ha KPUBYIO aIlllIpOKCUMaur. MOXHO IIpearnonao-
XWTh, YTO IKCIIEPMMEHTAJIbHO HAOJIomaeMoe SIBjIe-
HHME CBSI3aHO C TIPOSIBICHUEM 3JEKTPOCTPUKINU
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Puc. 2. 3aBUCUMOCTh BpEMEHM XW3HU MeMOpaH u3
JO®X oT NpuIoXKEHHOTO HANpsKeHUs] B IMara3oHe
HanpspkeHuit ot 200 mo 375 mB. Kaxnast Touka mpen-
cTaBjIsieT co0Oil cpemHee BpeMsl XXU3HU MeMOpaHbI Mpu
JTAaHHOM 3HAY€HUM HaIpSDKEHUsI, OTNIpeNie]IeHHOE 10 METO-
Iy MaKCUMaJIbHOTO MpaBaononooust. Jisl Kaxkaoi TOYKu
Ha rpauke yka3aH 10BepUTeNIbHbII nHTEpBat 95%. Yep-
Hasl KpUBasi — pe3y/bTaT annpoKCUMAalMU SKCIIEpUMEH-
TaJIbHBIX JAHHBIX ypaBHeHHEM (3) ¢ (PUMKCUPOBAaHHBIMU
rapamerpamu 6 = L4 MH/Mu Cy; = 0.27 MK®D/cM” 1 T1a-
pameTpaMu annpokcumauuu Y = 5.4 + 1.4 nH, cyAD =
=(3.41£0.5) x 10~ M2/C, HaliIeHHBIMU METOAOM Hau-
MEHBIINX KBagpaToB ¢ R = 0.9786.

MeMOpaHbl BO BHEILIHEM 3JIEKTPUYECKOM moje [26].
OpgHako, Kak yKasaHo B paborte [26], koodduumueHT
BJIEKTPOCTPUKIINY 11 MeMOpaH, ChOpPMUPOBAHHBIX
no metony Mioytepa—PynnHa 13 pacTBopa TUIIMAOB
B IieKaHe, cocTasisieT npuMepHo 1 B2, Takum o6pa-
30M, IIPU U3MEHECHUU NPUIOKEHHOIO K MeMOpaHe
HanpsikeHus ¢ 250 mo 275 mB MBI OymeMm HaOI0OaTh
M3MEHEHHUE e¢ DJIEKTPUUYECKOl eMKOCTH MeHee YeM
Ha 1%, 4To BpsA JIX MOXKET IMIPUBECTU K HAGTI01aeEMO-
MY B 3KCIIEPUMEHTE POCTY CPEIHETO BpEMEHHU KU3HU
MeMOpaHbl MOYTH B 4 paza.

Bup 3aBUCMMOCTH CpegHETO BPEMEHU XKU3HU OT
HanpsikeHus (ypaBHeHue 3) ObLT MOJIy4yeH B paboTe
[27] n onupaeTcst Ha pe3ynbTaT, HOJIyYeHHbIA B [28]
P PACCMOTPEHUM KUHETUKY pOCTa IeheKTa B MEM-
OpaHe B MPEeAIoJOKEeHUN O TOM, YTO JaHHYIO KUHEe-
THUKY MOXHO OIIMCBhIBATh HEKOTOPBHIM CIIydaliHBIM
onyxnanuem (nudoysuneii) B IpOCTPAHCTBE paany-
coB nedekToB (1mop). JJaHHOe BhIpaxkeHUe JJIs1 BeJIU-
YMHBI CPEIHEr0 BpeMeH! XMU3HU MeMOpaHbI (YpaBHE-
HUe 3) MoJIy4aeTcsl TOJIbKO IIPU KBaApaTUIHON 3aBU-
CUMOCTHU 3HEPIUHU TIOPHI OT ee paauyca (ypaBHEHUE 2).
Bripaxenue mist T(U) npencTaBieHO B BUIIE IIPOU3-
BeIEeHUSI SKCIIOHEHIIMAIbHOTO MHOXMUTESA (KOTO-
pBIii BOCHOBHOM MOPSIIKE U OMpeaessieT BUI KpUBOIi
Ha puc. 2) ¥ HEKOTOPOTO MEMIEHHO MEHSIIOIIETOCs
MpPEeA3KCIOHEHIIMAJIBHOIO ITIapaMeTpa Tiepel HUM.
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Taxoii Bua 3aBUCMMOCTH KBUBAJICHTEH YPaBHEHMIO
AppeHunyca IJIsi KWHETUKM XUMMYECKOM peakiuu,
T.€. BO3HMKAET BBUAY HAJIMYMSI SHEPIreTUYECKOro 0a-
pbepa Ipu Iepexone Nopbl U3 COCTOSTHMS ¢ ¥ = 0 B CO-
cTosiHME ¢ r = +oo, OgHako B padorax [13—15] 6p1u10
MOKa3aHOo, YTO 3aBUCUMOCTb SHEPIUU MPOBOISIIETO
nedexra E oT ero pamguyca r He SIBJISIeTCS KBaapaTuyd-
HOM, a UMEeT IBa BhIpaXKEHHbBIX MaKCUMyMa IIpy He-
KOTOPBIX Pauycax ¥ =r| U ¥ =r,, r| < r,. B 00bIUHBIX
ycaoBusx (nipu U = 0) E(r,) > E(r;), 4TO TOBOPUT O
TOM, YTO OCHOBHOI 3KCHOHEHIIMAJbHBIA BKJIaO B
cpenHee BpeMsl XXW3HU MeMOpaHBbl OmNpeaessieTcs
9HepreTMYeckuM O6apbepoM npu r = r,. [1pu npuso-
XKEHUM BHEIIHETO 3JIeKTPUIECKOTro HampsokeHus U
MOJIOXKEHUE TOYEK MAKCUMYMOB 7| U F, CMEIIIaeTcs, a
COOTBeTCTBYyIOLIME 3Hepruu E(r)), E(r,) ymeHblla-
IOTCSI. YMEHBIIIEHHE 3THX JHEPTUid IIPUBOIUT K
YMEHBIIIEHUIO BpeMEHU XKM3HM MeMOpaHbl. BaxHo
OTMETHUTb, YTO MOCKOJBKY 7| < 1y, TO 3Heprus E(r,) c
POCTOM HAaIIpsDKeHUsI YMEHbBIIAeTCsI ObICTpee, YeM
E(r)), T.e. mpy1 HeKoTOpoM HampsikeHuu U* Oyner
BBINIOJIHATRCA, uTO E(ry) = E(r;), u ipu U > U* sHep-
rust E(r;) Oyoer onpenensitb BpeMsl XKU3HU MeMOpa-
HbI [15]. TakuM o6pa3zomM, MOXHO OXHWIaTh, YTO 3a-
BUCHMOCTh BPEMEHM KM3HM OT HAIIPsSDKEHUST OyneT
nMeTh uznom npu U = U*. B pabore [15] B pamkax
TEOPUU YIIPYTOCTU KUAKNX KPUCTAJIOB, agallTUPO-
BaHHOI K JUIMAHBIM MeMOpaHaM, I MCIOJIb3ye-
Moro B pabore qunuaa JODX Obuin IIpou3BeaeHbI
pacyeThl BEJIMYMH SHEePreTUIECKUX 0aphepOB B 3aBU -
CUMOCTH OT IIPWJIOXEHHOI pPa3sHOCTU 3SJIEKTpUYe-
CKUX TIOTeHLUAIOB. DTU pacyeThbl IOKa3aau, 4YTO
BTOpPOIi 6apbep (TIpu r= r,) UcUe3aeT Ipy HATPSDKEHU
Boire 200 MB, 4TO mOYTH KOJIMYECTBEHHO COBITAAAET
¢ HaOJIIoJaeMoii B HAIIIMX DKCIIEpUMEHTaX 00J1acThIO
M3JI0Ma Ha KpUBOM 3aBUCUMOCTH CPEIHEr0 BpeMEeHU
XKN3HU MeMOpaHBI OT IIPMJIOXEHHOIO 3JIEKTpHYe-
CKOTO Hampsi>KeHMUsI.

Takum oOpa3zom, MOXKXHO CKa3aTh, YTO B IMAMAa30-
He HanpsoKeHUU 1o u 1ociie 250—275 mB 3Hauenns
BPEMEHMU KM3HU COOTBETCTBYIOT pPa3HBIM BeJIUYMHAM
SHEPreTUYSCKUX 6apbepoB U ITOTOMY HE MOTYT OBITh
ONMCAaHbI EMMHBIM ITapaMeTPOM JIMHEIAHOTO HaTSIKe -
HUSI KpOMKU Mopkl. B paborax [14, 15] ObL10 NTOKa3a-
HO, YTO JIMHEITHOE HAaTSKeHYE KPOMKM ITOPhI HE SIBJISI -
eTCcsl KOHCTAHTOM, a TIPEACTaBIISICT COOOM CIIOKHYIO
HEMOHOTOHHYIO (bYHKIIMIO paauyca Nopbl U JaTe-
paJabHOroO HATSLKeHUs. B 3Toli CBsI3M mpuOmIKeHue
9KCHEPUMEHTAILHOM 3aBUCUMOCTH BPEMEHHU KM3HU
MEMOpaHbl OT TPUJIOXKEHHOTO HAIPSDKeHUSI, TIpell-
CTaBJICHHOM Ha pHUC. 2, JaXXe NBYMsI KPUBBLIMU all-
NpPOKCHMMAIM, OIMChIBAEMBIMM ypaBHEeHHEM (3), C
MOCTOSTHHBIMU 3HAYCHUSIMU JIMHEMHOTO HATSIKEHMS,
TepsIeT CMBICII, TAK KaK MBI TOBOPUM O 00JIee CIIOKHOM
XapakTepe MOBEACHUS CUCTEMBI, YEM ITPeICKa3aHHBII
KJIACCUYECKOI Teopueii ayekTporopauuu [24]. Kpo-
Me TOro, 3HAYWUTEIbHBII pa30poc 3HAYSHU JTUHE-
HOTI'0 HATSDKEHUSI, TTOJIyYeHHBIX Pa3IMYHbIMUA METO-
Ne 4
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JIaMH B TIPEIIIOJIOXKEHNM O TIOCTOSIHCTBE 9TOM BEJIM-
yuHbI [20], TakKKe TMOATBEPXKIAeT Halll TE3UC O TOM,
YTO JIMHEIMHOE HATSKeHHE KPOMKMU IOPbI SIBISIETCS
CJIOXXHOI (PyHKIIMEN paauyca ITOpbl M XapaKTepHr-
CTUK 9KCNEPUMEHTAILHOM CUCTeMBbI, TAKMX KakK Ja-
TepaJlbHOE HATSKEHME MEMOpaHBbl, IPUJIOXKEHHAas
Pa3HOCTh BJIEKTPUIYECKUX MOTeHIuaaoB 1 1.0. Cle-
JIoBaTeIbHO, KJlacCu4yecKasi TeOpUsl B TIPUHIIMIIE HE
MOXKET OIIMCaTh ITpoliecc (POPMUPOBAHUS IIOP B MEM-
OpaHax BCIENCTBUE CJIOXHOI (DOPMBI 3aBUCUMOCTU
9HEPIrUM MOPHI OT paaryca U, B YaCTHOCTHU, HAJTUYUS
JIByX 3HEPreTUYEeCcKUX O0apbepoB B 3TOM Mpoliecce.
s ageKBaTHOTO ONMCAaHUS IIOpallMu TPeOyeTcs
MMOCTPOEHUE MOJEJU, NeTAIbHO YUUThIBAIOIIE BeCh
SHEPreTUYECKUl MpodIb CUCTEMbI, & HE ONVH JIUIIb
3¢ HEeKTUBHEBIN MTOCTOSTHHBIN MapaMeTp — JUHEHOEe
HaTSDKEHUE KPOMKHY MOPBI — XapaKTepU3YIOIIUIA €T0.

BaaromapaocTH. ABTOpPBHI BBIpaXkaloT OJaromap-
HocTh C.A. AkumoBy u O.B. KonapamnioBy 3a 1o-
MOIIIb B OCMBICIICHUN TEOPETUYCCKOII CTOPOHBI pa-
OOTHI.

KoH(uuKT MHTEpECOB. ABTOPHI AEKJIAPUPYIOT OT-
CYTCTBUE SIBHBIX Y TIOTEHLIMAJIbHBIX KOH(MJIMKTOB WH-
TEPECOB, CBSI3aHHBIX C TMyOJUKAIlUEW HaCTOSIICH
CTaThMU.

WUcTtoynuku ¢unancuposanusi. Padora BBIIIOI-
HeHa TIpu rtoanepkke MoHma coneicTBUST MHHOBA -
uusM (mpoekt “YMHUK-M®TU-2021", moroBop
Ne 17386I'Y/2022).

CootsercrBue npunimymamM 3Tukd. Hacrosimas cra-
ThsI HE COAEPKMUT ONMMCAaHUsI KaKUX-JTM0O0 MCCciea0Ba-
HUI C yJacTHEM JIIOACH MIN XXMBOTHBIX B KA4ECTBE
OOBEKTOB.
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Lipid Membrane Electroporation Cannot Be Described
by the Constant Line Tension Model of the Pore Edge

P. K. Gifer-2 *, O. V. Batishchev!
! Frumkin Institute of Physical Chemistry and Electrochemistry, Russian Academy of Sciences, Moscow, 119071 Russia
2Moscow Institute of Physics and Technology, Dolgoprudniy, Moscow oblast, 141700 Russia
*e-mail: gifer.pk @phystech.edu

We have studied the process of electroporation of bilayer lipid membranes (BLMs) from dioleoylphosphati-
dylcholine (DOPC). We obtained experimental data on the average lifetime of the membrane as a function
of applied voltage in the range of 200—375 mV. The analysis of the data obtained showed that the dependence
is nonmonotonic and cannot be described in terms of the classical theory of electroporation. These results
are consistent with modern models of the process of through conductive pores formation in a membrane. The
above models imply a complex pore energy profile and its dependence on membrane tension and external
electric field. Thus, we have shown that the classical theory of electroporation does not satisfy the experimen-
tally observed dependencies of the average membrane lifetime on the applied potential difference and re-

quires further refinement.

Keywords: lipid membrane, BLM, electroporation, line tension, dioleoylphosphatidylcholine, pore energy
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