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MHorue ampumnaTudeckrue aHTUMUKpPOOHBIe ITenrtuabl (AMIT) youBaroT 6akTepuu 3a cueT GOpMUPOBAHUS
CKBO3HBIX ITOp B IJIa3MaTU4YeCKUX MeMOpaHax. PaHee BbICKa3bIBaIMCh 10 KpaiiHei Mepe 1Ba aJiIbTepHATUB-
HBIX TUTIA TUTIOTE3 O MeXaHU3Max rnmopauuu memopan AMII. Tak Ha3bIBaeMble HeJIOKAIbHbIE MOJEY MTPe/-
noJiarairot, yto AMII npu B3auMoaeicTBuu ¢ MeMOpaHoit MOAUMULIMPYIOT €€ UHTeTpaJIbHbIC YIIPYTHE Xa-
PaKTEPUCTUKHU, B YACTHOCTH JIaTEPaAIbHOE HATSKEHUE, YTO MPUBOIUT K YMEHBIIIEHUIO SHEPTuu Aedopma-
Ui B Mpoliecce 00pa3oBaHUsI YUCTO JUNMUAHON mopbl. Monekynasl AMII mpu 3TOM MOTYT HaXOAUThCS
BIAJIM OT oOpasymlleiics mopsl. B ToKanbHBIX MOAEISIX TIPEIioiaraeTcs, YTo Mopbl (GOPMUPYIOTCS B HE-
MOCPEACTBEHHOM OJIM30CTH OT OMMHOYHBIX MOJIeKyl AMII iy ux arperaToB; Npy 3TOM HENTUABI YaCTUY-
HO WJIM TTOJTHOCTBHIO BBICTUJIAIOT KPOMKY MOpPHI. B 000MX TUNax Mozeseii pearoaraeTcs, 4To mpoiecc 00-
pa3oBaHMSI OPHI TIPOXOIUT Yepe3 MPOMEXYTOUHYIO CTPYKTYPY, TaK Ha3biBaeMbIii TMAPODOOHBIN AeheKT.
B HacTosmeii pabote MBI pacCUNTaIM dHEePTIUio 0O0pa3oBaHUsI TUAPodoOHOro nedexra B MeMOpaHe ¢ am-
copbupoBaHHBIMU MoJieKy1aMu AMII B mpennonoXeHur o HeJIOKaJTbHOM MexaHU3Me nopaluu. beiio rmo-
KazaHo, 9To AMII meiicTBUTEIBHO ITOHMKAIOT HEPTUIO THAPOPOOHOro AedekTa. OMHAKO 3TO ITIOHKEHNE
SHEPruu OKa3bIBAeTCSI HEIOCTATOYHBIM, YTOOBI OOBSICHUTH HaOII0JaeMOe 3KCIEPUMEHTAIbHO CpelHee
BpeMs OXXMAaHUs opalu MeMOpaH. Takum 06pa3oM, MOXHO 3aKJIIOYNUTh, UYTO aMpUIIaTUIEeCKUe TeTITU-
NIl 00pa3yloT MOpbl B MeMOpaHax MPEUMYIIECTBEHHO MO JIOKATbHOMY MEXaHU3My, HEMOCPEICTBEHHO
y49acTBys B (hOpMHPOBAHNH KPOMKM MOPEHI, XOTs HeJIoKalabHBIe 3 deKkThl B3aumoneiictBusa AMII ¢ mem-
OpaHOI1 HECKOJIBKO 00JIeryaloT ropaiuio MeMOpaHbl B LIEJIOM.
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BBEIAEHME

AMbunarndeckre eNTUIB pacCMaTPUBAIOTCS B
Ka4yecTBe TMEePCHEeKTUBHBIX aHTUMUKPOOHBIX Tpena-
PaToOB C YpE3BbIYAMHO HU3KOMU MPOTHO3UPYEMOM BE-
POSITHOCTbIO BO3HMKHOBEHUS pe3ncTeHTHOCTU. He-
KOTOpbIE BUIBI aHTUMUKPOOHBIX TenTuaoB (AMIT)
youBaroT 6akTepuu nmyremMm opMUPOBAHUS B UX MEM-
OpaHax ckBO3HBIX mop [1—3]. K HuM, B yacTHOCTH,
OTHOCSITCSI MHOTHUE MPUPOAHBIE MENTUIBI: METUTTUH
W3 IT4eInHOTO siaa [ 1, 4], MarauHuH U3 siaa appuKaH-
cKux Jsaryuiek Xenopus laevis [2, 5], KpoTauuuanH
U3 sina rpemydeii 3meu [1]. Boabiioil monoxuTeab-
HbII 3JEKTPUYECKUIA 3apsia MOJIEKYJl TaKUX MerTH-
noB (Hampumep, +4 y MenIuTTUHA, +5 Y MaramHuHa,
+16 y KpoTaauLuuanHa) o0yCcIaBIuBaeT UX M30upa-
TeJIbHOE CBSI3bIBAHUE C OTPULIATEIBbHO 3apsi>KEHHbBI-
MU 6aKkTepuaJbHBIMU MeMOpaHamu [1—5]. I1pu cBs-
3bIBAHUU C MEMOpaHOI JaHHbIE MENTUABI TTIEPEXOIST
B Ol-CITUPaJIbHYIO KOH(MOpPMaLUIO, TprUYeM ofaHa 060-
KOBasi CTOpOHa CUpaiu TUApoduiibHa, a MPOTUBO-
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noJjioxxHast eii — ruapogooOHa. MoeKyjia nentuia
BCTpaMBaeTCsl B JIMIIUIHBIA MOHOCJIOI Ha HEOOJb-
1y myouny [6—8], npu 3Tom “pasaBurast” B CTO-
POHBI TIOJISIPHBIE TOJIOBKY JIUMUIOB, YTO MPUBOIUT K
nedopmauuu MemMopatnbsl [9—11]. bbuto ycraHoBIe-
HO, YTO MHTEHCHBHOE (pOpMHUPOBAHME MOP B MEM-
OpaHax MPOUCXOAUT IMPHU TPEBBIIIEHUU HEKOTOPOit
IIOPOTOBOM MMOBEPXHOCTHOM KOHILIEHTPALIMM ITEIITH-
JIOB, IIpUYeM IIOPOroBasl MOBEPXHOCTHASI KOHIICH-
TpaLysl Ha MeMOpaHe ¢j1a00 3aBUCUT OT AeTalieit XUMU-
YeCKOM CTPYKTYPBI IIENTUIOB 1 COCTABIISICT IPUOIN31-
TeabHO 1/25—1/100 MoabHBIX Doeit (MEMTUI/TUITNT)
[1, 3, 12—14].

B 6opimom KommaecTBe padboT McciiefOBaHME 10~
poobpasymwleit aktTuBHoctu AMII npoBoauTcs Ha
MOJCIBbHBIX MeMOpaHax, B YaCTHOCTH Ha OOJIBIINX
WA TUTAaHTCKUX OTHOCIOMHBIX Be3MKyJIax. MeMOpa-
Ha KaXIIOW OJHOCJIOMHOM BU3UKYJIbI MPEACTABIISIET
M3 ceOs IMNUIHBINA Oucioil. B cycneH3un 0OJIbIIMX
ogHocoiHbIX Be3ukyil (BOB) dopMmupoBanue mop
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PETUCTPUPYETCS MO YTEYKE BOTOPACTBOPUMOTO (hITy-
OPECLIEHTHOIO KpacuTeJisl, MpeaBapuTeIbHO 3arpy-
>KeHHoro BHyTpb BOB, 1160 1o TylieHuo KpacuTess
pHyTpr BOB BomopacTBOpMMBIM TymIuTeIeM, T100aB-
JICHHbIM cHapyxu. K3MepsieTcs 3aBUCUMOCTb WHTE-
rpajibHOI (QJIyOpeCLEHLIMUA OT BPEMEHM MPU pa3aInd-
HBIX 00BbEMHBIX KOHIIEHTPAMSIX aHTUMUKPOOHOTO
nentuaa [1]. B akcnnepuMeHTax, MpoBOOAUMEBIX Ha T -
TAHTCKUX OTHOCIOMHBIX Be3ukynax (I'OB), peructpu-
PYIOTCSI HE MHTETpaJIbHBIE XapaKTepUCTUKM aHCaMOJIs,
a u3MeHeHue cBoicTB onMHOYHBIX 'OB. B yactHOCTH,
peTucTpupyeTcs: u3MeHeHUe (paIyopeceHIIMY BHYT-
pennero 1ipoctpancTBa 'OB mipm BozneiictBumn AMIT
Ha MeMOpaHy [5]. KpoMme Toro, B a3KCIiepuMeHTax 1o
BcacbIBaH1IO MeMOpaHbl 'OB B MUKpOIIMIIETKY MO,
JIeJAICTBEM HEOOJIBIIOTO OTPUIATEIILHOIO THAPOCTa-
THUYECKOTO naBiieHus [15, 16] BO3ZMOXHO 3aperu-
CTPUPOBATh YyBEJIWYEHHUE IUIOLIAAM MEMOpaHEI
I'OB BcnenctBue ancopoummu AMII, a Takxke Mo-
MEHT HeOoOpaTUMOTO pa3pyllieHUsI MeMOpaHBI IO
MMOJTHOMY BTSAITUBaHUIO Beeit OB B MUKpoONUITETKY
[2, 3]. bonpmme m TUTAaHTCKUE OTHOCIONHBIC BE3U-
KYJbI SIBJISTIOTCSI 3aMKHYTBIMU MeMOpaHaMu 0e3 pe-
3epByapa, T.c. MeMOpaHa KaxXI0il Be3UKYJIbl COCTOUT
W3 OMpEeIeJICHHOIO YWCJa JUIMUAHBIX MOJIEKYJI, HE
M3MEHSIIONIErocs B Ipoliecce akcrepumeHra. Ilnas-
MaTU4YeCKHe MeMOpaHbl 0aKTepuii, II0-BUANMOMY, C
JIOCTaTOYHOII TOYHOCTBIO TAaKXKe MOTYT CUYUTAThCS
CUCTEMaMU C TTOCTOSSHHBIM YMCJIOM YacTUll, U TO-
stomy BOB u I'OB gBisioTcst 0oyee ageKBaTHBIMU
MoAesIMU OaKTepruaabHBIX MEMOpaH MpU UCCIEI0-
BaHUSIX aHTUMUKPOOHOI akTuBHOCTM AMII, yem, Ha-
MIpUMep, CBSI3aHHbIE C JIMITUIHBIM PE3epPBYapOM ILIOC-
Kue MeMOpaHEbI, hopMHupyeMble MeTogaMu Mrojuiepa—
Pynuna [17], MonTana [18] uinu nx MmogudukausaMu
[19]. Kpome Toro, miocKkue JUNuaHble OMCIoN, Kak
MIPaBWIO, HAXOMSTCS IO 3HAYMTEJILHBIM JIaTepajlb-
HBIM HaTskeHUeM [20, 21], KoTopoe MOXET BIUSTH
Ha IIpoliecc 00pa3oBaHUS CKBO3HBIX MOpP IIOM Jeii-
crBueM AMII. B yacTHOCTH, OBLIO YCTAHOBJIEHO, YTO
MPUWJIOXKEHHOE JIaTepalbHOE HATsSXKEHUE aKTUBU3MU-
pyeT MHAYLHUPYEMYI0O MaralHUHOM IIOPallui0 MEM-
opan I'OB [22].

MotekynsipHbIe MeXaHU3MBI (POPMUPOBAHUS TTOP
B MeMOpaHax o aeiictBueM AMII B HacTosiee Bpe-
M1 OCTaIOTCSI HEBBISICHEHHBIMU. B psime paboT mokasa-
HO, YTO YaCTUYHO BCTPOEHHBIE TIENTUIbI MOTYT HaX0-
JIUThCSI HA TTIOBEPXHOCTH MEeMOpaHbI, TaK 4YTO UX IPO-
JIOJIbHBIE OCU TIPAKTUYECKU HapajljiebHbl INIOCKOCTU
MeMOpaHhbI (S-KoHGUrypamnus), JM00 IIPOHU3BIBATh
MeMOpaHy HackBO3b (I-KoHGUTrypalys); B 3TOM CITy-
yae MeXIY OChIO O-CITMPaJIH MEeIITUAA U IIJIOCKOCThIO
MeMOpaHbl UMeeTCsT 3HAYNTeIbHEIN yroi [7, 12]. On-
Hako nepexon Mexny S- u [-KoHburypauusMu u ero
IIPOMEXKYTOUHBIE COCTOSIHUSI B HACTOSIIIee BpeMs Ie-
TaJIbHO He u3ydeHbl. OTHOCUTEIBHO MEXaHU3MOB 00-
pazoBaHus 1op 1ox aeiictBueM AMII BbICKa3bIBaIUCh
pa3MYHbIEe TUITOTE3bI, KOTOPEIE YCIOBHO MOXHO pa3-
JIeJIUTh Ha “JIOKaJabHbIe” M “HeJIoKajbHble”. JIoKallb-
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KOHIOPAIIOB u ap.

HbIE TUIIOTE3bl MOAPA3yMEBAIOT CUIILHOE JaTepabHOE
B3aMMOJECTBUE NENTUI0B, BCIEICTBUE KOTOPOTIO
HECKOJILKO IIENTUIHBIX MOJIEKYJI, COOPaBIIMCH BME-
CcTe Ha HeOOJBIIOM yJacTKe MeMOpaHbl, 00pa3yioT
CKBO3HYIO TT0pY [23], 4aCTUYHO UJIU TOJHOCTHIO BBI-
ctunas ee KpoMky [10, 24, 25]. HenokanbHoe neii-
ctBue AMII mompasymeBaeT MoIM(UKAIIMIO Cpel-
HUX YIIPYTUX TTapaMeTPOB MeMOpaHbI (MOIYJISI U3TH-
0a, CIIOHTAaHHOI KPUBU3HBI JIUIIMIHBIX MOHOCJIOEB,
JIaTepaJIbHOTO HATSDKEHUsI) TAKMM 00pa3oM, 4TO SHeEp-
rvs nedpopMalimii MeMOpaHBI B IIpoliecce (hopMupoBa-
HUSI CKBO3HOI ITIOPHI 3HAYMTEJILHO CHIDKaeTcs. [1pu
5TOM MENTUAHBIE MOJIEKYJIbI MOTYT HAXOIUTLCS BIA-
JIY OT 0Opa3syloleiics IMMOphl M BIUSIOT Ha ee 00pa3o-
BaHME OIIOCPEAOBAaHHO 4epe3 M3MEHEHUE WHTEe-
rpajibHbIX XapaKTEPUCTUK MeMOpaHHl [6, 26].

Tunore3a o HeyokanbHOM neiictBuu AMII Ha-
DISITHO WUIIOCTPUPYETCS Ha IIpUMeEpe Mopaluy 3a-
MKHYTbIX MeMOpaH bOB unu I'OB. Ilpu no6aBneHun
pactBopa AMII K cycnien3uu bOB wiau cHapyXu oT
omuHouHoi 'OB amdpunarmyeckmne mMonekynsr AMIT
YaCTUYHO BCTPAMBaAIOTCS JIMIIb B HAPYKHBIE MOHOCIOU
Be3uKyJl. BcTpanBaHue TBepAbIX TIENTUAHBIX MOJIEKYJT
JIOJKHO IIPUBOIUTH K YBEJIMYESHMIO TUIOIIAIN HAPYK-
HBIX MOHOCJIOeB MeMOpaH. OJHAaKO MeXIy Hapy>KHBIM
W BHYTPEHHUM MOHOCJIOEM He€ OO0pa3yloTCsl TOJIOCTH,
IIO3TOMY YBEIMYCHME TUIOIAAN HAPY>KHOTO MOHOCJIOS
MeMOpanbl 'OB 10oKHO cOMpoBOXAATHLCS YBEIMUE-
HUEM MJIOIIAAU TaKKe€ W BHYTPEHHEro MOHOCHOS,
T.€. ero JaTepaJlbHbIM pacTsokeHueM. BeanuuHa ot-
HOCUTEJILHOIO PACTSIKeHMSI BHYTPEHHET0 MOHOCJIOS
MOXET ObITh HECKOJIbKO YMEHBIIIEHA 3a CUET JaTepaib-
HOTO CXaTHus JUIMAA Hapy>KHOTO MOHOCOS. TakuMm
obpazom, npu BctpanBanu AMII, B Hapy>XKHBIX MO-
Hociosix MmeMOopadH BOB wiau I'OB nokHO BO3HU-
KaTh JIaTepajlbHOE IaBJIEHME, a BO BHYyTPEHHUX — Jia-
TepajJbHOe HaTsLkeHue. JlaTepasbHoe naBieHHE U
HaTsSKEHUE — WMHTETpaJibHble CBOMCTBA JIMITUIHBIX
MOHOCJIOEB, OJMHAKOBEIE I10 BCEMY MOHOCJIOIO U HE
3aBUCSIIME OT PACCTOSIHUS OO OJIMZKAWIITNX BCTPOECH-
HbIX MoyieKyl AMII. Vcnonb3ys 3akoH [yka, HeTpy-
HO I10KAa3aTh, YTO IIPU BCTPpaMBaHUU B HAPY>KHBIIA MO-
HOCJIOM BE3UKYJIbI IIENTHUI0B CyMMAapHOM IUIOIIABIO S,
B PAaBHOBECUU HAPY>KHbI JIMITUIHBIA MOHOCJIOH OyaeT
CKaT Ha BEJIMYUHY S,/2, a BHYTPEHHUIA JTIMITUIHBIA
MOHOCJIOM PacTSHYT Ha Ty K& BEIUYMHY; YBEIUICHNIE
IUIOILAAM MEMOPaHbI BE3UKYIIbI COCTAaBUT S,/2. B psane
paboT JaTepaibHOE HATsSKEHWE BHYTPEHHUX MOHO-
cioeB Mmem6opan bOB wnu 'OB paccmarpuBaioch B
Ka4yecTBe OCHOBHOI IPUYMHBI O0pa3oBaHUsI MOp U
CUMTAJIOCh IJTAaBHBIM MEXaHU3MOM IOPOOOpa3yIoleii
aktTuBHOCTH AMII [6, 26, 27], OMHAKO KOJINYECTBEH-
HBII aHaJIN3 SHEPreTUKN GOPMUPOBAHUS CKBO3HOM
MOPHI B TAKUX YCJIOBUSIX, HACKOJILKO HAM M3BECTHO,
He IIPOBOINIICS.

IMTo-Bunumomy, mepBass MoAeab (OPMUPOBAHUS
HOp B TOHKOI OECCTPYKTYpPHOM IJICHKE, K KOTOPO
MPUJIOKEHO JIaTepaIbHOE HATSKeHUE O, Oblla pa3pa-
Ne 5
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oorana JlepsrunabsiM 1 I'yrorom [28]. B aT0it Momenn
MpPEeanoarajioch, YTO SHEPTUS IIOPHI B IUICHKE 3aBU-
CUT OT M30BITOYHOM SHEPruM MaTepuaja IVICHKY Ha
KPOMKE TOpBI 110 CPpaBHEHUIO C €T0 SHEPTUEN BIaIu
OT ITOPBI ¥ OT paOOTHI JIATEPATbHOIO HATSDKEHUS B IIPO-
necce o0pa3oBaHus MOpkI. [1epBrIit BKIIam IIpOHOpIIo-
HaJICH IIepUMeTPY OPHI (27TR 11 KPYIJIOH ITOPHI paay-
yca R), a Bropoii — ee uioanu (TR?): E=2nRy—nR’c,
rme Y — TakK Ha3blBaeMoOe JIMHElHOe HaTsKeHue
KpoMKu 1ophl. [TepBoe caraemoe siBisieTCSI UBMEHE -
HHEM BHYTPEHHEN 9Hepruy CUCTEMbI IIpU 00pa3oBa-
HHU IIOPHI, a BTOPOE CjlaraeMoe ONKChIBAET (OTpUlIa-
TeJIbHY10) paboTy BHEIIHUX CUJI B 3TOM IIpoliecce.
DHeprus MeeT MaKCUMYM IIpU KPUTUIECKOM paayi-
yce nopbl R* = y/c. I1opsl, paanyc KOTOPbIX MEHb-
I1e KpUTUIECKOTO, CAMOIIPOMU3BOJIBHO 3aKPhIBAIOT -
cs1 (dE/dR > 0 npu R < R*); mopbl 3aKpUTUIECKOTO pa-
nnyca HeorpaHmdeHHO pacTyT (dE/dR < 0 ipu R > R*),
YTO IPUBOAUT K HEOOPAaTUMOMY pPa3pylLIeHUIO IUICH-
Ku. Mogens depsaruHa—IyTomna onuceiBaeT oo6paso-
BaHME MOpP B JUIIMIHBIX MeMOpaHaXx JIUIIb IPpUOIN-
3UTEJIbHO, KAYeCTBEHHO, ITOCKOJIBKY IIPY TUITMYHBIX
BEJIMYMHAX KPUTUYECKMX paguycoB IOp (Hopsigka
eIUHUIL HAaHOMETPOB) MeMOpaHy HeJIb3s1 CYUTATh HU
0ECKOHEYHO TOHKOI, H O€CCTPYKTYPHOI IJICHKOIA.
Hanuuue BHyTpeHHEH CTPYKTyphl MeMOpaH IIPUBO-
JIUT K TOMY, 4TO (DOpMaJIbHO MOpa HYJIEBOIO paguyca
MIPOCBETA He SIBJISICTCS MHTAKTHBIM II0CKAM JIATIA -
HBIM OucnaoeM. JIeMCTBUTEIBbHO, B IIJIOCKOM TOpHU-
30HTAJILHOM OHCJI0€ IIPOMOJIbHBIE OCHU BCEX JIMITUI-
HBIX MOJIEKYJI B CpeIHEM OPHMEHTHMPOBAHbLI BEPTU-
KaJbHO, T.€. MEePIIEHINKYISIPHO INIOCKOCTU OMCIION.
B mope naxke HyIeBOro paanyca 4acTh JIAITMIHBIX MO-
JIEKYJI Ha KPOMKE OPMEHTHMpPOBaHA TOPU30HTAJIBHO,
T.€. JIEKUT B IVIOCKOCTH MEKMOHOCJIOMHOM ITOBEPXHO-
ctu (puc. 1). Takuum 06pa3oM, 1151 TOCTPOSHMS IeTalb-
HOI Monean (POPMUPOBAHUS MOPHI B INIOCKOM JIM-
NUIHOM OHMCI0€ HEOOXOIMMO BBEICHNUE HEKOTOPOTO
MPOMEXYTOUHOI'O COCTOSIHMSI MEXIy OMCIOeM M II0-
pOii, B KOTOPOM OPUEHTALINS JTAMUIHBIX MOJIEKYJI, CO-
CTaBJISIOLINX KPOMKY, OyAEeT HEMPEPHIBHO U3MEHSITHCS
OT BEePTUKAJIBbHOI (TUIOCKUIT OMCIIOI) 10 TOPU30HTATIb-
HOM (CKBO3Has 1Topa). Y>ke B caMbIX paHHUX paboTax
10 3JIEKTPUUYECKOMY MPOOOI0 IUITUIHBIX MEMOpaH,
BBITIOJIHEHHBIX COTPYTHUKAMU JIA0OpaTOpU OMO3JIEK-
tpoxumun UDJIAH non pykoBoncteoM FO.A. Unaman-
xeBa [29, 30], B KauecTBe TaKOTO IMMPOMEXYTOUYHOTO
COCTOSIHUSI OB ITPEIIOXKEH TaK Ha3bIBAEMBIIA TUAPO-
dooubIN nedekT. [mapodoOHEIT nedeKT 0OpasyeTcs
MIpY PagvaJIbHOM CMEIIEHUM JIMITMIHBIX MOJIEKYJ OT
HEKOTOPOM OCH, TIEPIIEHANKYJISIPHOM MIIOCKOCTH OMC-
JIOSI, TIPUBOMASAIIEM K (POPMHPOBAHMIO 3aITOTHEHHOTO
BOIOM IMJIMHApPA, IIPOHNU3BIBAIOIIETO MeMOpaHy Ha-
CKBO3b, OOKOBBIE CTEHKM KOTOPOTO BBICTJIAHBI THJI-
podOOHBIMM LIETIIMU JIMITUIHBIX MOJIEKyn. Ha rpa-
HULEe TuapodooHOoTO NedeKTa MeMOpaHa n1eOpMH-
pyeTcst TaKuM 00pa3oM, UTO OpUEHTALMS JTATTMIHBIX
MOJIEKYJI HEIPEPHIBHO M3MEHSIETCSI OT BEPTUKAIBHOM
MpU MaJIBIX paauycax ae¢eKra 10 TOpU30HTATBLHOMN ITpU

BUOJIOTUYECKHUE MEMBPAHDI

TOoM 39 Ne 5

375
E, kT
60 -
Ve g
20 F
[uapodunbHas
1 ERm HOII)a 1
0 Ry, 1 2 R* 3

R, oM

Puc. 1. KayecTBeHHbIC 3aBUCUMOCTH 3HEPTUM TUIPO-
¢wibHON TOPHI (CUHSIST KpuBasi) U TUAPOdPOOHOTO me-
(ekTa (opaHxkeBasi KpuBasi) ot paauyca. Kpusble nepece-
KaloTCs IpU paguyce R(, COOTBETCTBYIOLIEM BEPIUMHE
9HEpreTUYecKoro d6apnepa nepexoaa runpodoOHOro me-
(hekTa B ruipoduiibHYI0 TOPY. DHEPIrUsi MOPbl UMEET JI0-
KalbHBIi MUHMMYM Ipu R = R,,. Ilpu npesbllieHUU
KPUTUYECKOTO panunyca Mmopbl R* IponcxoauT HeoOpaTu-
MBI pa3pblB MEMOpPaHBHI.

yBeJIm4eHnu paguyca aedekra (puc. 1) [31, 32]. B Toit
Ke cepruu pabot [29—32] 6bL10 MoKa3zaHo, YTO IHEP-
rusi TuapoGUIbHON MOPbI, KPOMKa KOTOPOI TTOJTHO-
CTBHIO BBHICTJIaHA MOJSPHBIMU TOJOBKAMU JUIIMOOB,
JIOJDKHA UMETh JIOKAJbHBIA MUHUMYM IIPU HEKOTO-
poMm paauyce R,,, IpyU KOTOPOM ONITUMAIBHO B3aUM-
HO KOMIICHCUPYIOTCSI ITOJIOXUTEIbHAS MEPUINOHAIb-
Hasl ¥ OTpHLIaTeIbHAasI SKBaTOpHaIbHasi KpUBU3HEI I10-
BEPXHOCTU KpOMKU IT0pHI (puc. 1). Takum obpaszom,
JIMHEeiTHOe HATSKeHUE KPOMKU MOPHI JOJDKHO 3aBU-
CETb OT €€ paanyca, 1 OHO 3aBEIOMO HE SIBJISIETCS 10~
CTOSTHHBIM, KaK CUMTaI0Ch B Modenn JdepsruHa—Iy-
Tora. BennumHa TMHEeTHOro HATSLKEHUSI KPOMKU I10-
pbl B OOJIBILION CTEIIEHU OIIPeNeiIsIeTCs SHEpPrucii
nedopmalmii MeMOpaHBI Ha KPOMKE, KOTOpasi, B CBOIO
odepenb, Bo3pacTaeT IIpM IIPWIOKEHUM K MeMOpaHe
JnaTtepanbHOTO HaTsKeHUd [32]. Takmum ob6pa3om, JIn-
HeMHOe HaTsKeHME KPOMKU CKBO3HOM TTOPHI B JIUITW/I-
HOIf MeMOpaHe 3aBUCHUT KaK OT paaryca Iopbl, TaK U OT
JIaTepaJIbHOrO HaTsDKeHUST MeMOpaHEbl. [ nnpoduipHas
ropa ONTUMAaJIbHOIO paauyca R,, MertactabuibHa: 11
YMEHBIIICHUS paauyca 1 3aKPbITUS IIOPHI Uepe3 IIPOMe -
KyTOYHOE COCTOSTHUE TUAPO(poOHOTO NedekTa He0O-
XOIMMO TIPEOIOJIETh HEKOTOPHBIN SHEPreTUIecKmii Oa-
pbep, IpUUeM BOJIM3U BePIINHBI Oapbepa IIPOMNCXOIUT
HauOoJiee pe3Koe M3MEHEHUE OpUEHTAllUW JIMIIW]I-
HBIX MoJiekyn [31, 32]. BepiHe 6apbepa COOTBETCTBY-
eT paauyc ruapododHoro aedexkra Ry = 0.7 um (puc. 1),
npuyeM R, IpakKTUYECKU HE 3aBUCUT OT JIMTTUIHOTO
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cocraBa MeMOpaHBbI (TToka3aHo B pabotax [31—33] mia
nuoneonnadocharuamnxonrna (JJODX), narbMUTOU-
JiofieonsndocharnanaxoanuHa, creapounoieonihoc-
datnamixonmHa, TUMUAPUCTOMI(MOChHaATUIMIXOINHA)
U MPUIOXKEHHOIO TPAaHCMEMOPAHHOIO 3JIEKTPUYECKO-
ro notreHimana [32] u ciabo 3aBUCUT OT JIaTepaIbHOTO
HaTs>KEHMs MeMOpaHBbl: IpY yBeaudeHuu ¢ ot 0 1o
4 MH/M R, Bo3pacTaeT JUIIb MPUOJIU3UTEITIBHO Ha
0.2 uMm [32].

Jng aHanmm3a MexaHu3Ma (opMHUPOBAHNS CKBO3-
Hoii TTopsl B MeMOpaHe BOB unu 'OB, B Hapy>kxHOM
MOHOCJIO€ KOTOPOI UMEETCS JTATEPATLHOE NaBJIICHUE,
a BO BHYTPEHHEM — JlaTepajibHO€ HaTSKeHUE, HEOO-
XOJIMMO MOCTPOUTH HETIPEPHIBHYIO TPAEKTOPHUIO MIPO-
1iecca OT MHTaKTHOTO OUCIIOs 10 TUAPODUIBHOMN MOo-
PBI ¥ PACCUUTATh SHEPTUIO TIPOMEXKYTOUHBIX COCTOSI-
HUI BOOJb 3TOI TpaekTopuu. OgHAKO, KaK TOJIBKO
oOpasyeTcs TuApodUIIbHAs MOpa, MMOBEPXHOCTD JIM-
MATHOTO MOHOCJIOSI CTAHOBUTCSI HETIPEPBIBHOM, T.€.
Ha 9KBaTOPE MOPbI CMBIKAIOTCSI TIOBEPXHOCTU HAPYK-
HOTO W BHYTPEHHETO MOHOCJIOEB MeMOpaHbl. [Ipu
5TOM M3-32 PA3HOCTH JIATEPAITbHBIX HATSDKEHUM TOJT-
>K€H HavyaThCsl MOTOK JUIIUIA Yepe3 Mopy U3 HapyXK-
HOTO MOHOCJIOSI BO BHYTPEHHUIA, KOTOPHIA OCTAHOBUT-
Csl JINIIb TIPU BBIPABHUBAHUU JIATEPATIBHBIX HATSIXKE-
HUI B 3TUX MOHOCJIOSIX. TakiM 00pa3oM, B MeMOpaHe
C aCUMMETPUYHBIM pAaCpENEeTICHUEM JaTePATBHOTO
HaTSXKEHUS TI0 MOHOCJIOSNM TUApOdUIbHAS Mopa SIB-
JISIETCSI CYLLIECTBEHHO HEPABHOBECHOI CTPYKTYpPOM,
KOTOpasi HE OTMMCHLIBAETCSI METOAAMU PABHOBECHOW
TepMoArMHaMUuKu. B Takux MeMOpaHax UMeeT CMbICII
paccMaTpMBaTh JUIb TUAPOMOOHBIN nedeKT B nua-
na3zoHe paauycoB oT 0 no R, = 0.7 HM, ITOKa He TPo-
HUCXOAWUT HEIPEPHIBHOIO OOBEAMHEHUSI TTOBEPXHO-
CTEl HApPy>XXKHOTO M BHYTPEHHETO MOHOCJIOEB MEM-
o6panbl BOB wiu 'OB.

KonmyecTBeHHBIC TaHHBIE IO aACOPOIINH 1 ITOpa-
1 MeMbpaH onuMHOYHbIX 'OB ObUIM TIONyYeHBI B
pab6orax [2, 3] mia MmaramHuHA 1 aM(UIAaTUIECKOIO
nentuna PGLa n3 gna appukaHCcKOM TITYIIKHN Xeno-
pus laevis. B Hux OBLJIO ITOKAa3aHO, YTO IpU J00aBIie-
Huu MaranHuHa unu PGLa cHapyXu OT OTMHOYHOI
I'OB, x KOTOPOI IIPMIOKEHO HEOOJIBIIIOE JaTepab-
Hoe HaTstkeHue ~0.5 MH/M mytem yacTU4HOTO BCa-
CBhIBaHUSI B MUKPOTIUIIETKY, TIJIOLIAAb BE3UKYJIbI MO-
HOTOHHO yBeJIWYMBaeTcs Ha ~3% B TedeHUE TIPH-
O0M3UTENIbHO 1 MMH, MpUYeM U3MEHEeHUe TUIOIAaau U
BpeMsi ee yBeJIMYEeHUS c/1ab0 3aBUCST OT 0ObEMHOM
koHneHTpanuu AMII. 3aTtemM pocT TI0IIag MeM-
OpaHbl OCTaHABJIMBAETCSl HA HEKOTOPOE BpeMsl, U TTO-
TOM ILIOIIadb BHOBb BO3pacTaeT MpUOJIU3UTEbHO Ha
Ty Xe Benmmuuny (~3%). [lanee cucteMa b0 ocTaeT-
CSI B 3TOM COCTOSTHUM JOJITOE BpeMsI, TUOO0 IIPOUCXO-
IUT paspylreHne MmeMopassl I'OB, 1 oHa MOTHOCTBIO
BTSTUBAETCSd B MUKpONUIIETKY. [TomyyeHHble pe3yib-
TaThl MO3BOJISIIOT BBISIBUTH HECKOJBKO OCOOEHHOCTEI
B3aumoneiictBust AMII ¢ 3amkHyTOI MeMOpanoii TOB.
Ha repBom 3Tare ocraHoBKa pocTa IToIaa MeMopa-
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HBI TTOCTIe YBETMYeHUs TUTOIan Ha ~3% 1 He3aBU-
CHMOCTbB 3TOI BEJIMUMHBI OT 0OBEMHOI KOHIIEHTpa-
U TIeNTUAAa Moapa3yMeBaceT, 4To: 1) menTuaHbIe
MOJIEKYJIbBI BCTPAaUBAIOTCS B HAPY>XHBIIA MOHOCJION
MmeMOpaHbl 'OB; nMeHHO 3TO BCTpaBaHUE U ITPH -
BOJMUT K pOCTy Tuioiiaau MmeMopansl 'OB; 2) mo-Bu-
JIMMOMY, BCTpaBaHUE SIBJISIETCSI aHTUKOOIIEPAaTUBHBIM
MPOILIECCOM, B TOM CMBICJIC, YTO BCTpauBaHUE MEINTH-
JIOB 3aTpPyOHSIET BCTpaMBaHUE ITOCIICAYIOIINX MOJe-
Kyn AMII, TockonbKy yepe3 HEKOTOpOoe BpeMs pOCT
momany MeMopanbl 'OB ocranasnuBaercs. Ilocie-
Jylolliee yIBoeHue pocTa Iuiomanu MeMmopansl OB
aBTOPHI padoT [2, 3] MHTEPIIPETUPYIOT KaK 0Opa3oBa-
HMEe HEOONBIINX TOp B MEMOpaHe U Mepexoln Jyepes
Hux MoJiekysT1 AMIT Ha BHYyTpEeHHUWIA MOHOCIIOI MEM-
opansl 'OB. TaknMm o6pa3oMm, JTaTepaibHOE TaBie-
HUE B HAapy>KHOM MOHOCJIOE U JIaTepajlbHOE HaTSKe-
HHE — BO BHYTPEHHEM, BO3HUKAIOIINE IPU OOIIeM
yBeJIM4eHnu 1iomaay MmeMopansl 'OB Ha ~3%, oka-
3bIBAIOTCS IOCTATOYHBIMU JJIS1 MTHTEHCUBHOTO 00pa3o-
BaHUSI IIOP, Ye€Pe3 KOTOPBIE MOTYT IIPOXOAUTH BCTPOCH-
HBIE B MeMOpaHy MoJieKynbl AMII. DT1o Xe maTepairb-
HO€ NaBjiecHHE B HApy>KHOM MOHOCJIO€ ITOJTHOCTBIO
OJTOKUMpYET BCTpauBaHUE B MeMOpaHy MoJieKyl1 AMIT
13 BOOTHOIO pacTBOpa.

Panee 6puM pa3paboTaHbl MOIEIU, TTO3BOJISIIO-
IIMe PAacCYMTHIBATh SHEPIUIO AecdopManuii B MeM-
OpaHax ¢ pa3IMIHOM TOJIIIMHON 1 CIIOHTAaHHOM KPH1-
BU3HOM MoHocnoeB [34, 35]. B Hacrogmieit pabote
MBI pa3paboTajiui TEOPETUUECKYIO MOJIENb, TTO3BOJISI-
IOIIYIO PACCUMTATh SHEPTUIO TUapodoOHOTO nedek-
Ta B MeMOpaHe C IIPOM3BOJIBHBIM paclpeneacHUEM
JlaTepajibHbIX HATSKeHU I /IaBACHU M IO MOHOCJIOSIM.
M3 pe3ynbTraToB pacdyeToB CIAEAYET, YTO IIPU aHTHU-
CUMMETPUYHOM pacIIpeAeiCHUN JIaTepaJlbHOTO Ha-
TSDKEHUS (JIaTepajibHOEe JaBjeHUEe B HApYy>KHOM MO-
HOCJIOE, paBHOE €My 110 BEeJIMYMHE JIaTepaJIbHOE Ha-
TSDKEHHE BO BHYTPEHHEM MOHOCJIOE) B Be3UKYyJIaX,
chopmupoBaHHbIX 3 JODX, miIs BeIUYMH JiaTe-
paJIbHOTO HATSDKEHMsI/MaBlIeHMsI, IIPA KOTOPBIX B MEM-
opanax 'OB o0Opa3yioTcst cKBO3HBIE ITOPBI, JCHCTBU-
TeJIbHO TIOHMXKAETCsl SHEprusi TMaApodoOHOro aedekra.
OnHaKo 3TO HOHVDKEHME SHEPIUM OKa3bIBAETCS HEOO-
CTATOYHBIM, YTOOBI OOBSICHUTH HAOJII0JaeMoe IKCITe-
PUMEHTAaJIbHO CpeHee BpeMsl OXKUIaHUs TTopalu
MmeMOpaHns! [2, 3]. Takum oO6pa3oM, XOTs JaTepaabHOE
HaTSDKeHUE/IaBJIeHre, MOSBISIOIIMECS B MeMOpaHe
Kak CJIeACTBUE HeJloKaJibHOoro neiicteuss AMII, He-
CKOJIbKO o0OJjieryaeT oOpa3oBaHUe TUIPOPOOHBIX
nedeKTOB, MO-BUANMOMY, TUAPOPOOHBIC e EKTHI
o0pa3yloTcsl TIpeuMyIlleCTBEHHO B HauboJliee ne-
dopMaLIMOHHO HAIIPSKEHHOI 061acT MeMOpaHEI
B HETIOCPEACTBEHHOI OJIM30CTH OT YaCTUYHO BCTPO-
€HHBIX B HAPY>KHBII MOHOCJIOM MeMOpaHbl aMpuna-
TUYEeCKMUX mentunoB. MHBIMU cioBamMu, amduIia-
TUYECKHE TETITUILI 00pa3yloT MOphel B MeMOpaHax
MPEeUMYILIECTBEHHO 10 JIOKAJIbHOMY MEXaHU3MY,
HEIIOCPEICTBEHHO YYaCTBYS B (POPMUPOBAaHNU KPOMKU
TIOPHI, B TO BpeMsI KaK HeJTOKAJTbHbBIE 3(p(DEKTHI B3aMO-
Ne 5
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neiictBust AMII ¢ 3aMKHYTOI MeMOpaHO JINIITH CITO-
COOCTBYIOT ITOpAalLIM B HEIIOCPEACTBEHHOI OJIM30CTU
OT BCTPOEHHBIX MoJieKyl AMII. DToT BbIBOI Takxke
Ka4eCTBEHHO IOATBEPKIAECTCSI TEM, YTO B ITOCKMX
OmcIosX TakKe HaOmogaoTes rpouecckl AMIT-ctu-
MYJMPOBAaHHOM NMOopalru, IIpy 3TOM BBUIY HaJIUYUS
JIMOIUIHOTO pe3epByapa HEJIOKaJbHBINA 3 deKT m3-
MEHEHMsI HaTsSKEHUSsI/aBJIEHUSI OTCYTCTBYET.

ITOCTAHOBKA 1 PEIIEHUE 3AJAYUN

TvapodoOHbIit nedeKT B rOopu30HTATbHOM JIUITU-
HOM OHCJIOE MpENCcTaBiIsieT co0oi ruapodOoOHbIA M-
JIMHAP paauyca R v BbICOTHI L, KOTOPBI conpsiraet-
¢ ¢ 1eOPMUPOBAHHBIM JIUITUIHBIM OUcIoeM. MBI
dukcupoBanu pagnyc ruapodoOHOro aedexra 1 oI-
TUMHU3UPOBAIN SHEPTUIO CUCTEMbI, BKIIOYAIOIIYIO
YOPYTUii U TUAPODOOHBIN BKIAIBI.

DHeprus ruapodoOHON UMINHAPUIECKON MO0~
CTH, 3aITOJTHEHHOIT BOIOI, cormacHo Teopnun Mapue-
JIbY, 3alTUChIBAeTCs B ciieaytomeM Bune [31, 32, 36]:

| R
Wins = 00 (2nRLs)— 224, ()

1, &—
h
rie 6, = 50 MH/M — moOBepXHOCTHOE HAaTSIXKEHUE
MaKpOCKONMUYECKOM TJTIOCKO# rpaHMIIbI pas3ziena Bo-
na—wmacino; (2nRL,) — niomanab 00KOBOK MOBEPXHO-
cti tupodo6HOro IMHAPa; &, = 1 HM — XapakTep-
Has JyIMHA TUIPpOodOOHBIX B3auMoaecTuii; 1, I, —
MoaudumpoBaHHble yHKIMM beccest mepBoro u
HYJIEBOTO MOPSIAKOB COOTBETCTBEHHO.

st pacyera ympyroii yacTu 3HEPTUU CHCTEMbI
Ucroab3oBajcsa GyHkunoHaa Xamma—Ko3zinosa [37],
00OOIIEHHBIN IJIST y4eTa JOMOJIHUTEIBHEIX Iedop-
MalMOHHBIX Mo [38, 39]. CpenHsist opyeHTausI I~
IMAJIHBIX MOJIEKYJI OIMChIBaJaCh BEKTOPHBIM ITOJIEM
eIMHUYHBIX BEKTOPOB N, HA3bIBAEMBIX IUPEKTOPAMMU.
DTo moJie 3a7aBajIoCh Ha TaK Ha3bIBaeMOI HENTPaJTh-
HOM MOBEPXHOCTU JIMIIUIHOTO MOHOCJIOS, IIPOXOISI-
11 B OKPECTHOCTU CONPSDKEHUS OJISIPHBIX TOJIOBOK 1
ruapodooHbIX Leneit mmuaoB [40]. @opMa HelTpaib-
HOIi IOBEPXHOCTH OITMCHIBAETCSI BEKTOPHBIM TI0JIEM €€
eIMHNYHBIX HopMasieil N, HallpaBJIeHHBIX BHyTPb MEM-
Opanbl. Bece nepopmanym cauTanmch MaabIMA, Y DHEP-
I'Ysl BBIYKCIISIIACh BO BTOPOM IOPSIAKE IO HUM. YIIpy-
rasi SHeprIus JUIINIHOIO MOHOCJIOS paCCYMUTHIBAJIACh
C YY4ETOM cieaytomux aecopMalinii; 1) morepeaHbIi
U3Tu0, XapaKTepU3YyIOLIUiicsa IUBepreHIeil TUpeK-
TOpa BIOJIb HEUTPAIbHOM MOBEPXHOCTH; 2) HAKJIOH,
XapaKTepU3yIOIIUIACSI BEKTOpOM HakiIoHa t =n — N;
3) naTepajabHOE pacTSLKeHUE, XapaKTepU3YIoIeecsl OT-
HOCUTEILHBIM M3MEHEHNEM IUIOIIAAN 3JIeMeHTa Heli-
TpaJILHOI TTOBEPXHOCTH O; 4) NaTepaabHOE HATSIKe-
HUe WIK JaBjieHue. B cuity BpamaTeIbHOM CUMMETPUU
CHCTEMbI OTHOCUTEILHO OCH IINHApPA TUAPOPOOHO-
ro nedexra, B YIIpyryio 9HEpruio He JaeT BKIanaa Jae-
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dopmanusa KpydeHH s, XapaKTe pu3yloniasics rot(n).
Crnenyst dopManusmy, pazpaboTaHHOMY B paborax
[31, 32], MBI HE YYUTHIBA€M I'ayCCOBY KPUBU3HY HEil-
TpaJbHBIX IIOBEPXHOCTEN. BBeneM nmossipHyIo cucre-
My koopauHat Or@z, ocb Oz KOTOPOIl COBIIaLaeT C
OChIO HMIMHApa TuApodooHoro aedekra; och Or ie-
XHUT B IUIOCKOCTA MEXMOHOCIOMHO MOBEPXHOCTU
MeMOpaHbl. @opMy HeITpaIbHOI NOBEPXHOCTH MOHO-
CJ10s51 OyZieM OMNMChIBAaTh (PYHKIIMEH Z7-KOOpAUHAT €€ TO-
yek, H(r). DopMy MEXXKMOHOCIIOMHOIT TOBEPXHOCTH OY-
JIeM OMNMUCHIBAaTh (PyHKIIMEH Z-KOOpIMHAT €€ TOYek,
M(r). TloBepxHOCTHAsl TIJIOTHOCTb YIPYToii 3Hepruu
JIMITMITHOTO MOHOCJIOST MOKET OBITh 3aIliCaHa B BUIIE:

w= &[div(n) +J,] - &Jg Key
2 2772 2
+ %oc2 + %[grad(H)]2 ,

rne K., K,, K, — Moaynu rnonepeyHoro usrubda, Ha-
KJIOHAa U JaTepalIbHOTO PACTSIXKEHUSI COOTBETCTBEH-
HO; J, — CIIOHTaHHAasi KpUBHU3HA MOHOCJIOS; G — JlaTe-
panbHOe HaTskeHue (6 > 0) wiu gaBiaeHue (6 <0). B
CUJIy BpalllaTeIbHOI CUMMETPUU OTHOCUTEIBHO OCHU
Oz, Bce nedopMaliiy 3aBUCST TOJIBKO OT KOOPIMHA-
THI 7, T.€. CUCTeMa SIBIIsIETCS 3(PHEKTUBHO OTHOMEP-
Hoii. B aTOM cilyyae Bce BEKTOpHbBIE BEIWYMHBI B (2)
MOXXHO 3aMEHUTD VX pagyaIbHBIMU ITpoeKIusIMu. [1o-
BEpPXHOCTHASI TUTOTHOCTD YIIPYTOii SHEPTUH JTUITUIHOTO
MOHOCJIOS (2) MOXKET OBITh IepernucaHa Kak:

2
w= ﬁ[n'+ﬁ+ JOJ —£J§ +£(n ~-H) +
2 r 2 2 (3)

+ K2 oy,
2 2

r1e n — MPOeKILUsI IMPeKTopa Ha ochb Or; IITpUX 000-
3HAYaeT MPOU3BOIHYIO 0 KOOPAUHATE 7, U YUTEHO,
YTO ¢ TpeOyeMOoii TOUHOCTBIO paauaibHasl IPOEKIIUS
eIMHUYHON HOpMaIiu paBHa H'.

Huxe BeTMYMHBI, OTHOCSIIIIAECSI K BEPXHEMY MO-
HOCJIOI0, OyzieM cHa0XKaTh MHASKCOM “u”, K HUKHE-
MY MOHOCJIOI0 — MHIEKCOM “/”. C BBICOKOI TOUHOCTBIO
JIMITATHBIA MOHOCJIOM MOXET CUYUTATHCS JIOKATBHO
00BEMHO HECXKIMAEMBIM, TIOCKOJIBKY MOAYJIb OOBEM-
HOI'O CXKaTusl JIMITNOO0B ‘{peBBbI‘{aﬁHO BEJIMK 1N COCTaB-
nser ~10' [Ixx /M3 [41]. VenoBus 10KanbHOM 00beMHOIM
HECXKMMAEMOCTH TSI BEPXHEro U HUXXHETO MOHO-
CJIOEB 3aIMChIBAIOTCS B BUJE:

2
Hu—Mzh—h—(n;+”—”)—hau,
2 r

: @)
M-H, = h—h—(n,'+ﬂj—ha,,
2 r

rae 4 — TouHa ruapohoOHOI YaCTH TUMUAHOTO MO-
HOCJI0$1, HWXKE JUISI IPOCTOTHI Ha3biBaemasi poCTo TOJ-
IIIMHOM MOHOCTO0s. M3 3THX yCIIOBMIT BO3MOXHO BEIpa-
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3UTb OTHOCHUTCIIbHOC M3MCHCHUE TLIOIIaAn HCfITpaJ'H:—
HOM MOBEPXHOCTU BEPXHETO 1 HMPKHETO MOHOCJIOEB!

l(M—Hu)+1—@(n;+ﬂ),

h 2 r (5)
_1 h( -+ ”/)

o = L(H, - my+1-Ln + ).
=)+ 10

Takum obpa3oM, TOTHAS yIIpyrast SHEPTUST MeM-
OpaHBI MOXXET OBITH 3aITCaHa B BHIIE:

+K7( (H, - M)+1—§(n,+z))z+%(H,')z}—
- R’ (0, + 7)),

I1e MHTETPUPOBAHUE BEIETCS MO HEWTpaJbHOM MO-
BEPXHOCTU COOTBETCTBYIOIIETO0 MOHOCJIOS; ITOCTIEH -
Hee caraeMoe YYUThIBAeT paboTy BHEITHUX CUJI (J1a-
TepaJIbHOTO HATSIKEHUS/IABJIEHUsI) B TIpOLIeCCe M3-
MeHeHUs paguyca TuapodoOHoro nedekra OT Hyas
1o R. Bapuanms sToro @yHKIIMOHANIA IO QYHKIIASIM
n,(r), n(r), H,(r), H(r), M(r) npuBOAUT K TISITU ypaB-
HeHusM Diinepa—Jlarpanxa:

'

(12 +fh2) ny+ M

— (r2 + 7’ +4h2)n—g+
r 4

r

+(1+4)H;—4M'=0,
2 2

(12+4h2) —(r2+12+4h2)%
4 4",

" n['
n +-
r

- (1+i‘)H;+4M' -0,
2 2

'
" Hu
u

(1+é)(n,,' +n—“)—(2su +1) + ™
2 r
A
H,—M—-h)=0,
+ 4 )

(1+4)(n,'+ﬁ)+(2s,+1) H" Liyn
2 r r

—%(H,—M+h)=0,
n o+l M 2 (4 H - 2M) = 0,
u r roon
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e F = Kc/l(ts A= Ka/l(r’ Sy = /I(,, 8§ = GI/K Bcee
ypaBHEHMsI CUCTEMBI (7) — JIMHEHHbIE OJHOPOIHbBIE
nuddepeHIMaIbHbIe YpaBHEHUsI C TepeMEHHBIMU
ko3 dunmentamu. M3 mocinenHero ypaBHEHUSI CH-
crembl (7) MOXHO Bblpa3utb M(r) uepes n,(r), n(r),
H,(r) u H(r) U NOACTaBUTb B OCTAJIbHbIC YPABHEHMUSI.
Hanee, moryyatoliuecst YeTbIpe ypaBHEHUSI CTaHAAPT-
HBIMU MPeoOpa3oBaHUSIMU MOTYT ObITb CBEAEHBI K
OIHOMY JIMHEHHOMY ypPaBHEHUIO C TEPEMEHHBIMU
Koa(ppumeHTaMu BOCHMOTO IIOpsIKa Ha (PyHKIIMIO
d(r) = (n,(r) + n(r))/2. Ilocne MOACTaHOBKMU B 3TO
ypaBHEHUE 4YacTHOrO pelleHuss B Buae dy(r)

= C\J,(Ar) + C,Y, (M) (e C,, C; — HEKOTOpPbIE TM0-
CTOsIHHbIE KO3 (ulIMeHTsl; J;, ¥ — COOTBETCTBYIOLIME
(pynxumu Beccens mepBoro mopsinka; A — o6parHast Xa-
pakTepHasi JyinHa nedopMaliuii) moyydaercst Xxapakre-
PUCTUYECKOE YPABHEHUE OTHOCUTEIBHO A BUIA:

7\.2((167\,6 + 047\,4 + a27\.2 + a(]) = O, (8)

TIe ay, a,, dy, g — NOCTOSIHHBIE KO3 (DUILIMEHTHI, 3a-
BUCSILIIME OT YIIPYTUX ITapaMeTPOB MEMOpPaHHI:

ag = W1 (25, +1) (25, + 1) (AR +41°),
a, = I (s, + 5, +4s;s,) (An* +81°) +
+4PA(P = 1) (s, + s, +1), )
a, = AP +4h’s;s, + A(2° = ") (s, +5,),
ay =4A(s; +s,).

XapakTepucTuieckoe ypaBHeHHe (8) OTHOCUTEIBHO
A2 IMeET TP HETPUBMAIILHBIX KOPHSL Py, Py, D3, IBa U3
KOTOPbIX KOMIIJIEKCHO COIIPSAKEHHbBIC, a OOJUH — ueﬁ—
CTBUTEJIBHBINA 1 OTPULIATEIbHBII IIPY TUITUYHBIX BE-
JIMYMHAX YIIPYTUX ITapaMeTpOB MeMOpaHbI, IPUBEICH-
HBIX HIWKE B pasgence “Pe3yabraTbl U oOCy:KIeHUE”.
KopHu HaxonmgTcst aHaAIUTUYIECKH, OQHAKO OHU OYE€Hb
TPOMO3IKUE, U 30ech He npuBoadaTcs. s pyHKumu
d(r) noJtydaetcst obl1iee pelieHue B CJICIYIOIIEM BUIE:

d(r)= % + ¢,/ (\/;1}’) + ¢, (\/Er) + ¢uJ; ( p3r) 7:10)
+ ol (\/;1") +C6Y1( 172")+C7Y1( Ps"),
Iae ¢y, ..., ¢; — MOCTOSIHHbIE KOMITJIEKCHbIE KO3 Du-

LIUEHTBI, KOTOPbIE HEOOXOIUMO OIPENEIUTh U3 Irpa-
HHUYHBIX ycJIoBUii. CeMb KOMIUIEKCHBIX KO3(ppuIeH-
TOB SKBUBAJICHTHBI YETHIPHAIIIATH ACHCTBUTEILHBIM;
OIIHAKO YCJIOBYE BEIIECTBEHHOCTHU d(r) IpU JIIOOOM Be-
IIECTBEHHOM # COKpAIllaeT YHCIIO He3aBUCUMBIX HCHi-
CTBUTEJILHBIX KO3 PUIIMEHTOB 0 ceMU. [lanee aHamm-
TUYECKU BO3MOXHO HANTU pelieHust st GyHKUMIA
n,(r),n(r), H,r), H(r), M(r); nocnie ux MOACTAaHOBKU
Y MHTErpUpOBaHus B (6) TaKKe aHATUTUIECKN HAXO-
JIUTCS YIpyrasi 4acTb dHEpruu MeMOpaHbl, OTHAKO
MOJTyYaroIINeCsT BEIpaskeHUS IPEe3BbIYaitHO TPOMO3II-
KM ¥ TIO3TOMY 31eCh He TIPUBOASTCS.
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B xauecTBe rpaHMYHBIX YCIIOBUI TPeOOBAJIACh Orpa-
HUYEeHHOCTHh Aedopmanuii. Kpome Toro, Boaau ot ruji-
podobHoTro nedpexkra MeMOpaHa He nedopMUpoOBaHa,
IMO3TOMY HaJIaraJIMCh CJICAYIOLIME YCIOBUS: 1, (o) = 0,
n(e) =0, H,(°) = h, H(>°) = —h, M(>) = 0. Ha
rpaHulie rTuapo@OoOHOro WINHApPA, T.. IpU r = R,
CTaBUJINCH YCIIOBHSI:

Hu (R) - Hl (R) = Lu + Lla

nM(R):#’ (11)
\/Li +(h_Lu)2
n,(R): h L

\/L? +(h - L/)z

rne L,, L;—yactu ruipodoOHOTO HMJIMHAPA, pacio-
JIOXKEHHBIE B BEpXHEM U HIXKHEM MOHOCJIOSIX COOTBET-
CTBEHHO. YKa3aHHbIE TPAaHUYHBIE YCJIOBUS TTO3BOJISIIOT
BBIPa3UTh BCE HEM3BECTHbIE KOADOUIIMEHTHI Yepe3
L, v L, ITo 3Tum napameTpaM 3aTeM Oblila IPOBEAEHA
YUCJIeHHass MUHUMM3ALIUS TTOJIHON 3HEPTUU TUIPO-
dobHoro nedbexkra W= W, + W, npu pasnn4HbIx
¢UuKCUpOBaHHBIX 3HAUEHUSIX paauyca nedekra R,
YTO MO3BOJINJIO HAWTU 3aBUCUMOCTh W(R).

PE3YJILTATbBI U OBCYXIEHHUE

JJ11 MoJTydeHUST KOJIMYECTBEHHBIX PE3Y/IbTATOB 1 X
rpaguIecKoi MUTFOCTPALM NCTIOIH30BaICh BEJIAUM -
HBI YIIPYTUX IapaMeTPOB MEMOpaHbI, XapaKTepHBIE IIJIsT
JO®DX (B pacueTe Ha OAVMH MOHOCJIO): MOAYJIb U3r1uba
K.=10kpT (kyT=4.14 x 107! [1x) [16]; MOmyJIb HAKIIO-
Ha K, = 40 MH/Mm = 10 kzT/um? [37]; Momyib 1aTepalib-
Horo pactsokenus K, = 133 MH/M = 32 kzT/um? [16];
cnioHTaHHas KpuBusHa J, = —0.091 um~! [42]; Ton-
IMMHA TUApodoOHOIT YyacT MOHOCHOS h = 1.45 HM
[31]. I1lpu BhIUMCIIEHUM BHEPTUU TUAPOPDOOHOTO
LIMHApPA COIIaCHO BhIpaxkeHu1o (1) cuuTaaochk, 4TO
0, = 50 MH/M = 12.5 kzT/um?; &, = 1 um [31, 32].

B pabotax [2, 3] ObLTO TTOKa3aHO, YTO BCTpanBa-
HUE B HApYXXHbIIA MOHOCTO MeMbOpaHbl [[OB maraun-
HuHa u PGLa u3 BogHOTO pacTBopa nmpekpaliaercs,
KOTJja OTHOCUTEJNLHOE yBEJIMYEHUE TJIOIIAAN MEM-
OpaHbl focTUraeT 6 = 3%; MocJie 3TOro B MEMOpPAHE ue-
pe3 HEKOTOpoe BpeMsi 00pa3yloTcs Mophbl, Yyepe3 KOTO-
pBIe agcopoupoBaHHBIE MOJIeKyabl AMII iepexonsr
Ha BHyTpeHHUI MoHOCI0i MeMOpaHbl. OB dhopmu-
posanuchk u3 cMmecu 60 : 40 JODX : nuoneoundocda-
tuaunarauuepuna. Ilpennonarast, 4To MoayJb Jia-
TEPaJTIbHOTO PACTSIKEHUSI MOHOCJIOSI TaKoil MeM-
OpaHbl TIPUOJM3UTEIBHO COBMamaeT C MOIYJIEM
JlaTepaJibHOIO pactskeHuss MmoHocsios JODX, moiy-
Y1M, YTO MpPHU YBEJIMYEHUU TiIolaa Memopansl OB
Ha 3% BO BHYTpEHHEM MOHOCJIOE BO3HUKAET JIaTepajTb-
Hoe HaTspkeHue 6, = K,0 = 133 X 0.030 = 4.0 mH/Mm =

~ 1.0 kzT/HM?; B HApyKHOM MOHOCJIOE TIPU 3TOM BO3-
HUKAeT paBHOE IT0 abCOIOTHOM BEIMYMHE JIaTepaslb-
BUOJIOTUYECKHUE MEMBPAHDI
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Hoe nasinenue 6, = —4.0 MH/M = —1.0 kyT/um?. On-
Hako (PyHKILMOHAaJ yIIpyroil sHepruu (6) crabuiieH
(sIBIIsIeTCS MOJIOXUTENIBHO OMNpele/ieHHOM KBaapa-
TUYHON (opMoOil ManbiX nedopMalivii) JUIIb HPU
ycioBuu 6, + 6,2 0. [TosToMy npu pacuerax Mbl MO-
JlaraJii, YTo MeMOpaHa B 1IeJIOM HaXOAUTCS IO/ He-
0oabIIMM 3¢ HEKTUBHBIM JIaTepaIbHbIM HaTSKEHHEM
26, =0.02 MH/™ (T.€. 0, + 6, = 20, = 0.02 MH/M™); oT
KOHKPETHOM BEIWYUHBI 3TOro 3(P(MEKTUBHOIO JaTe-
PAJIbHOTO HATSIKEHUS PE3Y/IbTATHI pACUETOB MPaKTUUe-
CKU HE 3aBUCST.

Ha puc. 2a moka3zana paccuuranHast (popmMa MeM-
OpanbI ¢ TnIpodoOHBIM HedekToM pannyca R = 0.7 Hm
JUTISL CJTy4aeB OIMHAKOBOTO HEOOJIBILIOTO JIATEPAIbHOTO
HaTskeHus 6, = 6; = 6, = 0.01 MmH/M B HapyHOM U
BHYTPEHHEM MOHOCJOSIX (BBEpPXY), a TaKKe OOJIBILIOTO
JlaTepaJIbHOTO JIaBJIeHUs] B HAPY>KHOM MOHOCJIO€ U
OOJILIIIOTO JlaTepalbHOTO HATSI>)KeHUSI BO BHYTPEH-
HEM MOHOcJIoe MeMOpaHsl, 6, = 6, —4 MH/M, 0, =
= ¢, + 4 MH/M (BHUM3Y). I3 puc. 2a BUIHO, 4TO TIpU
OIMHAKOBOM JIaTEPaJIbHOM HATSXKEHWW MOHOCJIOEB
0,=0,=0,=0.01 MmH/M dopma MeMOpaHbI 3epKaib-
HO CUMMETPUYHA OTHOCUTEJIBHO TUIOCKON MEKMOHO-
CJIOITHOUM MOBEpXHOCTU (TTOKa3aHa IITPUXOBOM JIM-
HUEN Ha puc. 2a); paBHOBECHAs IJIMHA TUAPOPOOHO-
ro uuwiauHapa coctapisier L = L, + L, = 2.2 um. [1pu
6,=0,— 4MH/Mm, 6,= o, + 4 MH/M MeMOpaHa BbI-
rudaercsa BHyTpb OB, B cTOpoHY BHYTPEHHETO MO-
HOCJI051, K KOTOPOMY IMPUJIOKEHO JlaTepajlbHOE HATSI-
>keHue. PaBHoBecHas1 IIMHA ruaApohOOHOro LUJINH-
npa rpu 3ToM coctasnsier L = L, + L, = 2.0 Hm, T.e.
yMeHbIIaeTcs mpubansuteabHo Ha 10% 1Mo cpaBHe-
HUIO CO CIy4yaeM OJMHAKOBOTO JIaTepaJibHOIO HaTsI-
JKEHMSI B MOHOCJIOSIX. 3aBUCUMOCTb 9HEPTUX TUIPO-
¢dobHOoTrO nedekTa OT paguyca IIpuBeaeHa Ha puc. 20
IS cllydaeB G, = 0; = G, (MyHKTUPHAas KpacHas Kpu-
Basi) u6,=0,—4mMH/M, 6,=06,+4MH/M (critoniHas
3ejeHas KkpuBasi). I3 rpaduka BUAHO, YTO KPUBbIE
pasnuyatotcsl ciabo. Ha BcraBke mokasaHa pa3HOCTD
3aBUCUMOCTE 3Heprur ruipoooHoro nedekra ot pa-
Jnuyca Juid city4aes 6, = 6, = 6, U 0, = 0, — 4 MH/Mm,
6,= ¢, + 4 MH/M; paszHocTb He nipeBbiiaet 0.9 kT
npu R = 0.7 am. IIpu s3ToM abcomoTHasT BeIMUYMHA
sHeprum ruapodooHoro aedekra mpu R = 0.7 HM B
ciiyyae G, = 6;= G, coctasiuset 33.7 kzT. B memOpaHe
n3 JJODX 6e3 npuaoKeHHOro JiaTepaJbHOro HaTsI-
JKEHMsI TOPbI CAMOIIPOM3BOJILHO HE 00pa3yroTcs, T.€.
aHepreTuyeckuii 6apwep B 33.7 kzT He MOXET ObITh
MPEONOJIEH 3a TUTIMYHOE BpeMsl DKCIIepuMeHTa (Ha-
MPUMED, MOPsIAKA AECITKOB MUHYT) 3a CYET DHEPTUU
TEIUIOBBIX QIYKTyallnii MeMOpaHbl. KnHeTka oopa-
30BaHUs TOp B MeMOpaHe OMUChIBaeTCsl YpaBHEHU-
eM, o (popmMe aHAJIOTUYHBIM YpaBHEeHUIO TUdDy3un
B noteHnuaie E(R) [43]. B ycioBusx, Korga BeICOTa
9HepreTuyeckoro 6apnepa obpazoBaHus ToOpbl AE
HamHoro npesbiiaer 1 kz7T (AE > 1 kzT), uto 3aBe-
JIOMO BBITIOJIHSIETCSI B Hallleil cucteMe, nudys3nus
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Puc. 2. a — ®opma MmeMOpaHbI BO 113U THAPOGhoOHOro aedekra paguyca R = 0.7 HM, paccuynTaHHAasI Uil CJIy4aeB OMMHAKOBOTO
MaJIoro JIaTepaJIbHOTO HaTSKEHUsI HApY>KHOTO M BHYTPEHHETO MOHOCJIOEB, G, = 6; = 0, = 0.01 MH/M (BBepxy), a Takxe 60J1b-
1LIOTO JIaTePaJIbHOTO AaBJIEHUS B HAPY>KHOM MOHOCJIOE Y OOJIBIIIOTO JIATEPAIbHOTO HATSIKEHUSI BO BHYTPEHHEM MOHOCIOE MEM-
6pansl, 6, = 6, — 4 MH/M, 6, = 6, + 4 MH/M (BHU3y). 6 — 3aBUcUMOCTb 3Hepruu ruipodo6Horo nedexkTa oT €ero paauyca B
MeMOpaHaX C OIWHAKOBBIM MaJIbIM JIaTePAJbHBIM HaTSDKEHMEM HapyXKHOTO M BHYTPEHHETO MOHOCIOEB, G, = O; = O, =
=0.01 MmH/™m (myHKTHpHAasi KpacHasi KpuBasi), a TAKXKe ¢ OOJIbIINM JIaTepaIbHBIM IaBJIECHUEM B HAPYXKHOM MOHOCJIOE U 6OJIb-
LIMM JIaTePaJbHBIM HaTSDKEHUEM BO BHYTPEHHEM MOHocJIoe, 6, = 6, — 4 MH/M, 6, = 6, + 4 MH/M (cruioninas 3eseHast Kpu-
Bas). Ha BcTaBke mokasaHa pa3HOCTb 3aBUCUMOCTEN 3HEPTUU TUIPO(POOHOTO NedeKTa OT €T0 panuyca Ijis CIy4aeB 6, = 6; =

=0,=001MH/Muo,=06,—4mMH/M, 6,=0,+4MH/Mm.

MeMOpaHHBIX 1e(EKTOB B IIPOCTPAHCTBE PaINyCOB
MOKET CYUTAThCS cTallMoOHapHOM. B mpuomrxeHUM
cTalMOHApHOM Tuddy3Un cpeaHee BpeMsl OKUIAHUS
nopauuu (Wi MepBoro Iepexona MeMOpPaHHOIO Je-
dexTa yepe3 dHepreTUUECKUil Gapbep, T.e. MPEBHI-
IIEHUSI KPUTUYECKOIO paguyca) HaXOIUTCS aHaIu-
AE

. 1 ks
THUYECKHU U MMECT appCHUYCOBCKMHM BUI. T = —€ 8 5
v

IIe V — XapakKTepHasl 4acTOTa BO3HUKHOBEHMUS Je-
dexToB [43]. JaHHas KWHeTHYeCcKasl Teopus ObLIa pa3-
paboTaHa ISl OMMCaHYSI KCTIEPUMEHTOB 110 JIEKTPU-
YyeCcKOMYy Ipo00I0 MEMOpaH COTPpYyIHUKAMU J1abopaTo-
pyu oruosnekrpoxumun MUBJIAH 1mmon pykoBoIcTBOM
IO.A. YusmamxeBa [43]. Takum oOGpa3zoM, TTOHU-
JKeHUe aHepreTudyeckoro 6apwepa Ha 0.9 kT nipu
MPUJIOXKEHUU JIaTepaIbHOTO HATSKEHUSI U JaBlie-
Hus G, =06, —4mH/M, 6,=0,+ 4 MmH/M nomxHo co-
KpallaTh CpeHee BpeMsl OKMAaHUSI Iepexoaa CUCTe-
MBI Yepe3 DHepreTuyeckuii 6apnep B €’ = 2.5 pasa.
I1pu sToM B paboTtax [2, 3] mHTeHCMBHOE 00pa3oBa-
HUE TOop, COMPOBOXIAIOIIEECS MEPEXOIOM TETITUI-
HBIX MOJIEKYJl Ha BHYTpeHHUIt MmoHocyoi 'OB, Ha-
YUHAJIOCh B Mpeaesiax HECKOJIbKUX MUHYT Mocie
JOCTUXKEHUS JJaTepaJibHOTO HATSXKEHUs/AaBleHU s
6, = —06, = 4 mH/M. Takum 00Opa3oM, HeJlOKaJIbHAs
Mopaenb (popmupoBaHus mop AMII nmpoTuBopedyuTt
pe3yJIibTaTaM 3KCIIEpUMEHTOB pador [2, 3].

BUOJOT'MYECKME MEMBPAHBI

Ha pwuc. 3 mmoka3aHa 3aBUCUMOCTb SHEPTHU T~
podooHoro nedexra panuyca R = 0.7 HM OT BeJIM4YU-
HBI JaTepaIbHOTO AaBJeHUs, TPUIOXKEHHOTO K Ha-
PY>KHOMY MOHOCJIOIO 3aMKHYTOI MeMOpaHbI I PABHOTO
€My T10 aOCOJIIOTHOM BEIMUMHE JaTePaTbHOTO HATSIKe-
HUSI, TIPUWJIOXKEHHOTO K BHYTPEHHEMY MOHoOC/o0. M3
rpaduka BUIHO, YTO IpH |G, ), |G| > 4 MH /M sHeprust ne-
¢dexra pesko nagaet: npu 6, =6, — 4.5 MH/M, 6, =
=0, + 4.5 MH/M noHuxeHue s3Hepruu aedekra co-
crasnsietr ~1.7 kpT,anpu6,=c,— SMH/M, 6,=0, +
+ 5 MH/M — npubausutensHo 4 kz7T 110 cCpaBHEHUIO
CO CcllyJaeM G, = G; = G,. [Ipu 2TOM B Hameit orieHKe
JIaTepaJIbHOTO HATSKCHMS/OaBIeHsI, BO3HUKAIOIIIE -
ro npu ancopouuu PGLa Ha Hapy:KHBII MOHOCIOMN
mem6panbl OB (6, = —0, = K,0), UCIOIB3YIOTCS
OTHOCUTEJILHOE YBEJIIMUEHUE TUIOLIAAN MeMOpaHbI
d v MonyJib TaTepaibHOTO pacTsikeHust K,. OGe atn
BEJIMYMHBI 9KCITEPUMEHTAITBLHO OIPEIeIISTIOTCS C 10~
rpetrHocTbio £7%: 6 = 0.029 £ 0.002 [3], 2K, = 265 *
+ 18 MH/M [16]. C yueToM 3TOM MOTPEITHOCTU BEJIU-
YMHa JIaTepAIbHOTO HATSIKeHWsI/HaBIeHUSI, BO3-
HUuKalmero npu agcopounu AMII, B npuHLMIeE,
MOXET TOIacTh Ha OBICTPO MaJalIlIUil y4acTOK
kpuBoit W(R = 0.7 um) (puc. 3), uTo obecreuyuT Ha-
OmomaeMoe  3KCIIEpUMEHTAJIbHO CpemHee BpeMs
oxumaHus mopauuu Mmemopan 'OB [2, 3], xotsa mo-
CTIDKeHUE TaKOW BEJIWYMHBI JIATePaIbHOTO HaTSIKe-
Ne 5
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W(R = 0.7 um), kT
34+

33

32

31

30

29 1 1 1 1 1
0 1 2 3 4 5

|Gu| = |Gl|’ MH/M

Puc. 3. 3aBucuMocTh 3Heprum ruapodobHoro medekra
pamnyca R = 0.7 HM OT BEJIMYMHBI JIATEPATBHOTO aBJIC-
HUST HAPY>KHOTO MOHOCJI0SI 3AMKHYTOI MeMOpaHbI U paB-
HOTO eMy IT0 aGCOJIIOTHOM BEJIMYMHE JIATePaJbHOTO HATSI-
>KeHUSI BHYTPEHHETO MOHOCJIOS.

HUsI/IaBJeHus U KpaiiHe MajioBeposiTHO. B cpenHeMm,
TMOHIKEHUE SHEePIUY TUAPOodOOHOTO nedekTa BCen-
CTBUE U3MEHEHMSI MHTETpaJIbHbIX XapaKTePUCTUK 3a-
MKHYTOI MeMOpaHBI TIpH ee B3anmoaeiicTsuu ¢ AMIIT
(T.€. TaTepaJIbHOTO HATSDKCHUSI/IAaBJICHUST) OKa3bIBaeT-
Csl 3HAYMTEJIbHO MEHBIINUM, YeEM HEOOXOIUMO IS KO-
JINYECTBEHHOTO ONMUCAHUS 9KCTIEPUMEHTAIbHBIX JaH-
HBIX [2, 3]. TakuM 06pa3oM, MOXKHO 3aKIIOUYUTh, YTO
AMII nmuib B HEKOTOPO CTeleHU 00J1er4aroT oopa-
30BaHUeE TTOP MO HEJIOKAILHOMY MEXaHU3MY, T.€. TT0-
BCEMECTHO BO Bceit MeMOpaHe. OmHaKo mpeumylIe-
CTBEHHO TTOPHI JOJKHBI 00pa30BBIBATHCSI B COOTBET-
CTBUM C TUIOTE30i O JoKaabHOM AeilictBuu AMII B
HENOCPENCTBEHHOM OJIM30CTU OT ONMHOYHBIX MOJIE-
Kyn AMII wim nx arperatoB, B Hanbonee 1eopMu-
pOBaHHBIX yyacTKax MeMOpaHbl. HellokanibHOE neii-
ctBue AMII moHMKaeT BbICOTY SHEPIreTUIECKOro da-
pbepa popmurpoBaHus ruapodoOHOTo AedeKTa BO Beei
MeMOpaHe, OIHAaKO BOJIM3W BCTPOSHHOU B Hapy>KHBIA
MoHocoit Membpanbl I'OB monekynst AMIT ato no-
HUKEHME TOJKHO OBITH ellle OonbmnuM. Takum obpa-
30M, MO-BUANMOMY, aM(pUNaTUIeCKUE TTeITTUIBI 00-
pasyloT Mopbl B MeMOpaHax MPeuMYIIEeCTBEHHO I10
JIOKQJILHOMY MEXaHU3MY, HeloCpeICTBEHHO yyacT-
Bys1 B (hOPMUPOBAHUU KPOMKMU TTOPbI, XOTS TIPU 3TOM
HesJokajabHble 3¢ dekThl BlauMoaeiicteusi AMII ¢
3aMKHYTOU MeMOpaHOI HECKOJbKO 00JIerdyaloT mo-
panuio MeMOpaHhI B 1ieJioM. B pamkax Mmonenu depsi-
ruHa—I'yromna [28] BbIcOTa PHEPreTUYECKOro Gapbe-
pa ob6pasoBaHus 1opbl (oHeprust E = 2Ry — nmR’C
npu R = R* = y/0) paBHa AE = my?/G. OHa MOXeET

BUOJIOTUYECKHUE MEMBPAHDI
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OBITh MOHMKEHA JIMOO 32 CUeT MOBBIIIEHMS JIaTepaib-
HOTO HaTSDKEHMSI, JIMOO 3a CUeT YMEHbIIEHUS JIMHEH -
HOTO HaTSKeHUS KpOMKM Topbl. HenokaiibHOe neii-
ctBue AMII nipuBOoAUT K M3MEHEHUIO JIaTepajIbHOTO
HaTSXXEHUS, B TO BpeMsl KakK JIMHEWHOE HaTsSLKeHUE
MOXET W3MEHSIThCSI TOJBKO IO JIOKAJbHOMY MeXa-
Hu3smy neiicteust AMII. Pe3ynbraTsl Hallieil pabOThI
MOKAa3bIBAIOT, YTO M3MEHEHME JIaTepaJlbHOIO HaTsI-
KEeHUS TIpU BCcTpanBaHUM MoJiekyal AMII B onuH u3
MOHOCJIO€B 3aMKHYTOI MeMOpaHbl OKa3bIBa€TCsl HENIO-
CTaTOYHBIM i1 3hheKTUBHOTO OOpa3oBaHUsl TOp, U
HEOOXOIMMO HEMOCPEACTBEHHO MOHWXaTh JIMHEHHOE
HaTs>KeHHWe KPOMKM TTOPBHI.

Kondumkr nntepecoB. ABTOPHI IEKJIapUPYIOT OTCYT-
CTBUE SIBHBIX U TIOTEHIIMATbHBIX KOH(MIMKTOB MHTEPE-
COB, CBSI3aHHBIX C MyOJIMKalIMei HACTOSIIIIEH CTaThU.

WUcTounnku pyHancupoBanus. Pabora BeilloiHe-
Ha npu noaaepxke Poccuiickoro HaydHoro oHaa
(rpanT Ne 22-24-00834).

CooTBeTcTBME NpUHIMNAM 3THKUA. HacTosinas
CTaThsl HE COIOECPXKUT ONMMUCAHUSI KAaKUX-JIMOO HC-
cJIeJOBaHUi ¢ ydacTUEM JIIOAEil MJIM XKUBOTHBIX B
KayecTBe OOBEKTOB.

CIIMCOK JIMTEPATYPbI

1. Pérez-Peinado C., Dias S.A., Domingues M.M., Ben-
field A.H., Freire J.M., Radis-Baptista G., Gaspar D.,
Castanho M.A.R.B., Craik D.J., Henriques S.T.,
Veiga A.S., Andreu D. 2018. Mechanisms of bacterial
membrane permeabilization by crotalicidin (Ctn) and
its fragment Ctn (15—34), antimicrobial peptides from
rattlesnake venom. J. Biol. Chem. 293, 1536—1549.

2. Hasan M., Karal M.A.S., Levadnyy V., Yamazaki M.
2018. Mechanism of initial stage of pore formation in-
duced by antimicrobial peptide magainin 2. Langmuir
34, 3349—-3362.

3. Parvez F., Alam J.M., Dohra H., Yamazaki M. 2018.
Elementary processes of antimicrobial peptide PGLa-
induced pore formation in lipid bilayers. Biochim. Bio-
phys. Acta. 1860, 2262—2271.

4. Park S.C., KimJ.Y., Shin S.0., Jeong C.Y., Kim M.H.,
Shin S.Y., Cheong G.-W., Park Y., Hahm K.S. 2006.
Investigation of toroidal pore and oligomerization by
melittin using transmission electron microscopy. Bio-
chem. Biophys. Res. Comm. 343, 222—228.

5. Tamba., Ariyama H., Levadny V., Yamazaki M. 2010.
Kinetic pathway of antimicrobial peptide magainin 2-
induced pore formation in lipid membranes. J. Phys.
Chem. B. 114, 12018—12026.

6. Huang H.W. 2006. Molecular mechanism of antimi-
crobial peptides: The origin of cooperativity. Biochim.
Biophys. Acta. 1758, 1292—1302.

7. Pan J., Tieleman D.P., Nagle J.F., Kucerka N., Tris-
tram-Nagle S. 2009. Alamethicin in lipid bilayers:
Combined use of X-ray scattering and MD simulations.
Biochim. Biophys. Acta. 1788, 1387—1397.

2022



382

10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

KOHIOPAIIOB u ap.

. Chen FY., Lee M.T., Huang H.W. 2003. Evidence for

membrane thinning effect as the mechanism for peptide-
induced pore formation. Biophys. J. 84, 3751—3758.

Zemel A., Ben-Shaul A., May S. 2005. Perturbation of
a lipid membrane by amphipathic peptides and its role
in pore formation. Eur. Biophys. J. 34, 230—242.

Santo K.P., Berkowitz M.L. 2012. Difference between
magainin-2 and melittin assemblies in phosphatidyl-
choline bilayers: results from coarse-grained simula-
tions. J. Phys. Chem. B. 116, 3021—3030.

Campelo F., McMahon H.T., Kozlov M.M. 2008. The
hydrophobic insertion mechanism of membrane curva-
ture generation by proteins. Biophys. J. 95, 2325—2339.

Huang H.W. 2000. Action of antimicrobial peptides:
Two-state model. Biochemistry. 39, 8347—8352.

Huang H.W., Chen FEY., Lee M.T. 2004. Molecular
mechanism of peptide-induced pores in membranes.
Phys. Rev. Lett. 92, 198304.

Manzini M.C., Perez K.R., Riske K.A., Bozelli Jr.J.C.,
Santos T.L., da Silva M.A., Saraiva G.K.V., Politi M..J.,
Valente A.P., Almeida F.C.L., Chaimovich H., Ro-
drigues M.A., Bemquerer M.P., Schreier S., Cucco-
via [.M. 2014. Peptide: Lipid ratio and membrane surface
charge determine the mechanism of action of the antimi-
crobial peptide BP100. Conformational and functional
studies. Biochim. Biophys. Acta. 1838, 1985—1999.

Evans E., Rawicz W. 1990. Entropy-driven tension and
bending elasticity in condensed-fluid membranes.
Phys. Rev. Lett. 64, 2094.

Rawicz W., Olbrich K.C., Mclntosh T., Needham D.,
Evans E. 2000. Effect of chain length and unsaturation
on elasticity of lipid bilayers. Biophys. J. 79, 328—339.

Mueller P., Rudin D.O., Tien H.T., Wescott W.C. 1963.
Methods for the formation of single bimolecular lipid
membranes in aqueous solution. J. Phys. Chem. 67,
534—-535.

Montal M., Mueller P. 1972. Formation of bimolecular
membranes from lipid monolayers and a study of their
electrical properties. Proc. Natl. Acad. Sci. USA. 69,
3561—3566.

Saitov A., Akimov S.A., Galimzyanov T.R., Glasnov T.,
Pohl P. 2020. Ordered lipid domains assemble via con-
certed recruitment of constituents from both mem-
brane leaflets. Phys. Rev. Lett. 124, 108102.

Bashkirov P.V., Kuzmin P.I., Chekashkina K., Arra-
sate P., Vera Lillo J., Shnyrova A.V., Frolov V.A. 2020.
Reconstitution and real-time quantification of mem-
brane remodeling by single proteins and protein com-
plexes. Nat. Protocols. 15, 2443—2469.

Galimzyanov T.R., Bashkirov P.V., Blank P.S., Zim-
merberg J., Batishchev O.V., Akimov S.A. 2020.
Monolayerwise application of linear elasticity theory
well describes strongly deformed lipid membranes and
the effect of solvent. Soft Matter. 16, 1179—1189.

Karal M.A.S., Alam J.M., Takahashi T., Levadny V.,
Yamazaki M. 2015. Stretch-activated pore of the antimi-
crobial peptide, magainin 2. Langmuir. 31, 3391—3401.
Kabelka I., Vacha R. 2015. Optimal conditions for
opening of membrane pore by amphiphilic peptides.
J. Chem. Phys. 143, 243115.

BUOJOT'MYECKME MEMBPAHBI

24.

25.

26.

27.

28.

29.

30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

Qian S., Wang W., Yang L., Huang H.W. 2008. Struc-
ture of transmembrane pore induced by Bax-derived
peptide: evidence for lipidic pores. Proc. Natl. Acad. Sci.
USA. 105, 17379—17383.

Yang L., Harroun T.A., Weiss T.M., Ding L., Huang H.W.
2001. Barrel-stave model or toroidal model? A case
study on melittin pores. Biophys. J. 81, 1475—1485.

Chen FY., Lee M.T., Huang H.W. 2003. Evidence for
membrane thinning effect as the mechanism for peptide-
induced pore formation. Biophys. J. 84, 3751—3758.

Zhdanov V.P. 2014. Interaction of amphipathic o-heli-
cal peptides with a lipid membrane: Adsorption and
pore formation. Physica A. 401, 45—51.

Hepsrun B.B., T'yrormr FO.B. 1962. Teopus paspyiie-
HUsI (MTPOPBIBA) CBOOOMHBIX TIEHOK. K0410UOH. JCYPH.
24, 431-437.

Abidor 1.G., Arakelyan V.B., Chernomordik L.V.,
Chizmadzhev Y.A., Pastushenko V.F., Tarasevich M.P.
1979. Electric breakdown of bilayer lipid membranes:
1. The main experimental facts and their qualitative dis-
cussion. J. Electroanal. Chem. Interfacial Electrochem.

104, 37-52.

Weaver J.C., Chizmadzhev Y.A. 1996. Theory of elec-
troporation: A review. Bioelectrochem. Bioenerg. 41,
135—160.

Akimov S.A., Volynsky P.E., Galimzyanov T.R., Kuz-
min P.I., Pavlov K.V., Batishchev O.V. 2017. Pore for-
mation in lipid membrane I: Continuous reversible tra-
jectory from intact bilayer through hydrophobic defect
to transversal pore. Sci. Rep. 7, 12152.

Akimov S.A., Volynsky P.E., Galimzyanov T.R., Kuz-
min P.1., Pavlov K.V., Batishchev O.V. 2017. Pore for-
mation in lipid membrane II: Energy landscape under
external stress. Sci. Rep. 7, 12509.

AxumoB C.A., Anekcanaposa B.B., lnaumssnaos T.P.,
Bamkupos I1.B., Batumes O.B. 2017. Mexanusm
dopMupoBaHUs OP B MEMOpaHax U3 CTeapOMIOICO-
niagochaTUINIXOJINHA IO/ NIeAICTBUEM JIaTePaIbHOTO
HaTsKkeHusl. buoa. membpanvi. 34, 270—283.

lamumiguoB T.P., MoaoTtkoBckuit P.}O., Ky3b-
muH I1.U., Akumos C.A. 2011. Crabunusauus ouc-
JIOHOI CTPYKTYpPHI padTOB 3a CUYET YIIPYyTrux medop-
Maluii MeMOpaHbl. buoa. membpanst. 28, 307—314.
Galimzyanov T.R., Molotkovsky R.J., Cohen ES.,
Pohl P., Akimov S.A. 2016. “Galimzyanov et al. Re-
ply”. Phys. Rev. Lett. 116, 079802.

Marcelja S. 1977. Structural contribution to solute-sol-
ute interaction. Croat. Chem. Acta 49, 347—357.

Hamm M., Kozlov M.M. 2000. Elastic energy of tilt
and bending of fluid membranes. Eur. Phys. J. E. 3,
323-335.

Kondrashov O.V., Galimzyanov T.R., Pavlov K.V., Ko-
tova E.A., Antonenko Y.N., Akimov S.A. 2018. Mem-
brane elastic deformations modulate gramicidin A
transbilayer dimerization and lateral clustering. Bio-
phys. J. 115, 478—493.

Kondrashov O.V., Galimzyanov T.R., Jiménez-Mun-
guia 1., Batishchev O.V., Akimov S.A. 2019. Mem-
brane-mediated interaction of amphipathic peptides
can be described by a one-dimensional approach. Phys.
Rev. E. 99, 022401.

Ne 5

TOM 39 2022



OOPMUPOBAHUE IMTOP AMOUITATUYECKUMMU TTEINITUOIAMU 383

40. Leikin S., Kozlov M.M., Fuller N.L. Rand R.P. 1996.  42. Kollmitzer B., Heftberger P., Rappolt M., Pabst G.

41.

Measured effects of diacylglycerol on structural and elas- 2013. Monolayer spontaneous curvature of raft-form-

tic properties of phospholipid membranes. Biophys. J. ing membrane lipids. Soft Matter. 9, 10877—10884.

71, 2623—-2632. 43. Pastushenko V.F., Chizmadzhev Y.A., Arakelyan V.B.
1979. Electric breakdown of bilayer lipid membranes:

Nagle J.F., Wilkinson D.A. 1978. Lecithin bilayers. I1. Calculation of the membrane lifetime in the steady-

Density measurement and molecular interactions. Bio- state diffusion approximation. J. Electroanal. Chem. In-

phys. J. 23, 159—175. terfacial Electrochem. 104, 53—62.

Pore Formation by Amphipathic Peptides in Closed Membranes
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! Frumkin Institute of Physical Chemistry and Electrochemistry,
Russian Academy of Sciences, Moscow, 119071 Russia

*e-mail: akimov_sergey@mail.ru

Various amphipathic antimicrobial peptides (AMPs) Kkill bacteria by forming through pores in plasma mem-
branes. Previously, at least two alternative types of hypotheses about the mechanisms of AMP membrane po-
ration were put forward. The so-called “non-local” models suggest that AMPs, when interacting with a mem-
brane, modify its integral elastic characteristics, in particular, lateral tension, which leads to a decrease in the
deformation energy during pore formation. In this case, AMP molecules can be located far from the formed
pore. In “local” models, it is assumed that pores are formed in the immediate vicinity of single AMP mole-
cules or their aggregates; while the peptides partially or completely line the edge of the pore. In both types of
models, it is assumed that the process of pore formation passes via an intermediate structure, the so-called
hydrophobic defect. In this work, we calculated the energy of formation of the hydrophobic defect in the
membrane with adsorbed AMP molecules under the assumption of the non-local poration mechanism. It was
found that AMPs actually lower the energy of the hydrophobic defect. However, this decrease in energy is in-
sufficient to explain the experimentally observed average waiting time for membrane poration. Thus, it can
be concluded that amphipathic peptides form pores in membranes predominantly by the local mechanism,
directly participating in the formation of the pore edge, although nonlocal effects of AMP—membrane inter-
action somewhat facilitate poration of the membrane as a whole.

Keywords: antimicrobial peptide, theory of elasticity, pore, lateral tension, hydrophobic defect
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