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B miasmaTmyeckux MeMOpaHax 3yKapruOTHYECKHMX KJIETOK BO3MOXKHO 00pa3oBaHMe OTHOCUTEIBLHO YITOPSI-
JIOYEHHBIX JIMITUI-0EJIKOBBIX JOMEHOB. JIoMeHbI, o6oraiieHHble COUMHTOMUETNHOM U XOJEeCTEPUHOM, Ha-
3pIBAOT padTamMu. XapakTep B3aMMOJCHUCTBUS JOMEHOB MOXKET OKa3bIBaTh CYIIECCTBEHHOE BIMSTHUE Ha
MPOLECCHI, JJIsI TIPOTEKAHUsI KOTOPBhIX HEOOXOAMMa KOJOKAIU3alMsl HECKOJIBKUX MeMOpPaHHBIX OEJIKOB.
TonmuHa yrmopsimo9eHHOTO JTUMUAHOTO OMCIIOS TPEBBIIIAET TOJIIUHY OKPYXKAIoIIei HeyImopsIoUeHHOM
MeMOpaHbI, TTO3TOMY ITPEIIOJIAraeTCsl, YTO Ha IPAHULIC YIOPSIOYEHHBIX JOMEHOB BO3HUKAIOT yIIpyrue nedop-
Malli¥, HalTpaBJIeHHBIC Ha CTJIaXKUBaHWE CKavKa TOJNIIMHBI OVCI0s. XapaKTepHas JTMHA dehopMalifii CocTaB-
JISIET HECKOJIbKO HAHOMETPOB, 1 IMPU COIMKEHUU ABYX JOMEHOB AeopMaliuy, MHIYLMPYEMbIe X TPAHULIAMM,
HAYMHAIOT TIEPEKPBIBAThCS, YTO TTPUBOIUT K 3(D(heKTUBHOMY JIaTepajbHOMY B3auMoneicTBrIO. B HacTosei
paboTe MBI TEOPETUYECKU PACCMOTPEJIN, KAKUM 00pa3oM U3MeHsIeTCsl MPOdUIb SHEPTUU B3aUMOICUCTBUS
YIIOPSIOUYCHHBIX JOMEHOB TP aJICOPOIIMY Ha MeMOpaHy aMDUITaTUIeCKUX TTeNTHUIOB. AMGbUIIaTUYECKIe
MEINTUABl CITOCOOHBI YAaCTUYHO BCTpauBaThbCsl B MeMOpaHy, BbI3bIBasi B Heil ynpyrue nedopmanuu. Jis
aHaJIM3a SHEePTUM nedopMaIii pa3TUIHBIX KOH(DUTYpallnii yHOpsimOYeHHBIX TOMEHOB U amdumnaTuye-
CKMX MENTUI0B MCIIOJIb30BaIaCh TEOPUS YIIPYTOCTH JIMITMAHBIX MeMOpaH. B MeMOpaHe 6e3 menTuaoB npu-
BelleHUe B KOHTAKT ABYX MapaJuIeJIbHbIX TPaHUIL YIIOPSIIOYEHHBIX JOMEHOB TPEOYeT MPEOI0JIeHUST HEKOTO-
poro 3HepreTudyeckoro 6aprepa. CorjiacHO pe3yjbTaraM HallluX pacyeToB, MPU HAJTUUMU B MeEMOpaHe aM-
bunaTuyecKrx MenTUIOB BBICOTA 3TOTO SHEPTEeTUIECKOTO Gapbepa BOo3pacTaeT B HECKOJIBKO pa3. Takum
00pa3oM, aMbunaTuyeckue MenTUabl JOJKHBI CYIIECTBEHHO 3aTPYAHSTh CAUSHUE YITOPSTOYEHHBIX JOMe-

HOB ¥ CIOCOOCTBOBAThH CTAOMIM3aIM aHCaMOJISI HAHOOOMEHOB.

KioueBbie ciioBa: aM(UITaTUYECKMIT IENITHU, padT, TEOPUS YIIPYTOCTH MeMOpaH, B3aMMOIEIICTBHE TOMEHOB

DOI: 10.31857/50233475521030075

BBEAEHWE

ITna3maTryeckue MeMOpaHbl KJIETOK MJIEKOITMTAIO-
KX JIaTepaIbHO HEOMHOPOAHBIL. CUUTAETCSI, YTO MEM-
OpaHHBIE OCJIKM W JIMITMALI 00pa3yroT JOMeHHI [1, 2],
MpuyeM crelnrpuieckoe JUMUIHOE OKPYKEHUE Heo0-
XOIMMO JIJTS IIPABWJILHOTO (DYHKIIMOHUPOBAHMSI OCJIKOB
[3, 4]. HomeHnl, oboramieHHbIe C(OIHTOMUETITHOM 1 XO-
JIECTEpUHOM, Ha3bIBaIOT pacdtamu [S5]. TUnUHLIM na-
TepaJibHbIIA pa3Mep KIIETOYHBIX paTOB COCTABIISICT
10—200 HM B 3aBUCMOCTH OT METOJIA €TO OITpeASICHIS
[1, 6]. Masbiit pasmep padTOB CYILIECTBEHHO 3aTPY/IHSI-
€T MX 9KCIIEpUMEHTAJIBHOE UCCIIeIOBAHNE in VIVo.

B monenbHBIX MeMOpaHaxX, KOTOpbIE HE COIepxXKaT
OEJIKOB M COCTaB KOTOPBIX OJIM30K K JIUITUIHOMY CO-
CTaBY Hapy>XHBIX MOHOCJIOEB IUIa3MaTUYSCKUX KJle-
TOYHBIX MeMOpaH, IpU IMOHIDKEHUM TeMIIepaTyphl
(HampuMep, 00 KOMHATHOM) IPOUCXOAUT (ha3oBoe
pazgenieHue [7] 1 oOpa3yroTCs JOMEHbI MUKPOHHBIX
pa3MepoB, o0oTraleHHbIE COUHTOMHUETIMHOM U XOJIe-
crepuHoM [8]. Takne mOMeHBI UCTTOJIL3YIOTCS B Kade-
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CTBE MOZEJIN KJIETOYHBIX pachToB. 11 MX nccienoBa-
HUST MOTYT TIPUMEHSTBCS Pa3IMIHbBIE, B TOM YKCIIe U
OINTUYECKHUE, BKCIEePUMEHTAIbHbIE MeTONIbl. B Mo-
NeTbHBIX MeMOpaHaX ObIJIO YCTAHOBJICHO, YTO JIMITHIB
B IOMEHAaxX HaxoJsdTcsl B XUAKoyrnopsiaoueHHoM (L)
COCTOSTHMH, B TO BpeMsI KaK OKpyKarollasi MeMOpaHa —
xunkoHeynopsigoueHHas (Ly) [9]. TonmumHa 6ucios
padToB Ha 0.5—1 HM IIPEBOCXOIUT TOJIIINHY OKPY-
Xaronieit MemoOpansl [10, 11]. Kpome Toro, yrmopsimo-
YyeHHbIE JOMEHBbI MPaKTUYECKU BCerga OUCIONMHBI:
€CJT B OITHOM MOHOCJIO€ MeMOpaHBl HAXOIUTCS YITO-
PSIOYEHHBIN TOMEH, TO B TIPOTUBOIIOJI0XKHOM MOHO-
CJIoe B TOM K€ MeCTe Takke OyleT HaXOAUThCs YIo-
psimodeHHBIN goMeH [12, 13].

du3nueckue IMPUUYUHBI COXpaHEHUST MajIoro pas3-
Mepa JOMEHOB B KJIETOYHBLIX MeMOpaHaxX J0 CUX ITOp
He ycTaHoBJIeHBI. Kiaccuueckast Teopust KWHETUKU
¢a3oBoOro pasjieieHus B XUIKON cUCTeMe MpeacKa-
3pIBaeT 0Opa3oBaHUE €AUHON YITOPSIAOYEHHOMN MaK-
pockormmaeckoi dasml [14], xoTsa XxapakTepHOe BpeMs
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ee (opMUPOBAHUS MOXET COCTaBJISATbh HECKOJIbKO
yacoB [15]. I1Ipu 3ToM 111 HEKOTOPEIX MEMOpPaHHBIX
MPOLIECCOB, COMPOBOXAAIOIIUXCS KOJOKaIu3aluei
HECKOJIbKMX MEMOpaHHbIX 6€JIKOB, TTOKa3aHO, YTO 10
3amycka Ipoliecca 6eJK1 ObLIA HaaesKHO pa3iesieHbl
MMPOCTPAHCTBEHHO U 3aBEIOMO HE B3aMMOJICICTBOBA-
i apyr ¢ apyroM [16, 17]. IlpeamnonaraeTcst, 4To UC-
XOJIHO O€JIKM pacrojiarajiich B pa3IMYHbIX MEMOpaH-
HBIX IOMEHAX, IPUYEM CIIy4aitHOE CIMSIHUE TOMEHOB
OBLIO MCKITIOUeHo. B paGore [2] m3 turazMaTmyecKux
MeMOpaH ObUIO BBIIEJIEHO YEThIPE BHA TOMEHOB, Xa-
PaKTEPUBYIOLIUXCS PA3TUYHBIM JIMITUIHBIM U OEJIKO-
BbIM cocTaBoM. OQHaKO B MOJIEJbHBIX MeMOpaHax,
chbOpMUPOBAHHBIX U3 TPEX OCHOBHBIX JIMTTUIHBIX KOM-
IMOHEHTOB TIJIa3MaTUYEeCKUX KJIETOUYHBIX MeMOpaH,
YIOPSIAOUEHHbIE JOMEHbI, KaK MpPaBUJIO, CIUBAIOTCS
MPaKTUYECKU TIPU KaXKIOM CTOJKHOBeHUU [18]. MBI
roJjiaraéM, 4To 3a CTa0MJIM3alMI0 MaJIbIX JOMEHOB B
KJIETOYHBIX MeMOpaHaxX MOTYT ObITb OTBETCTBEHHBI
MUHOPHBbIE MeMOpaHHbIE KOMIIOHEHTBI, MOJIbHBIE
JIOJIU KOTOPBIX COCTABJSIOT TOAU WIW E€AWHUIIBI
MOJIbHBIX MPOLIEHTOB. B yacTHOCTH, B MoOIeJbHOM
cucTeme ObLIO MOoKa3aHo, YTO MPU J00ABJIEHUU TaH-
rmmo3uga GM1 B koHueHTpanuu <1 Moit. % cpenHuit
pa3Mep JOMEHOB YMEHBIIIAeTCsI B HECKOJIBKO pa3 [11,
19]. CornacHo TeopeTuyeckoit Mmoaeau pabotsl [11],
ranrauo3ug GM 1 HakariuBaeTcs B y3KOIi ITojoce Ha
rpaHUlie JOMEHOB Y 3HAYUTEJIbHO MOHWXAET dHEp-
ruio Mexdasznoit L,/L,-rpanuiiel. JanHas mopenb
MpelICKa3bIBaCT aHAJOTUIHBIN 3P dEeKT IS JTI0OBIX
MeMOpaHHBIX KOMIIOHEHTOB C HEHYJIEBOI CIOHTaH-
HOIf KPUBU3HOI; CHOHTaHHAasl KPUBU3HA TAHTJIMO3U -
na GM1 nonoxurensHa u pasHa ~0.25 um~' [20]. B
YaCTHOCTHM, OBLIO TEOPETUYECKM MOKa3aHO, YTO Ha
rpaHulIe yNOPSIAOUYEHHBIX TOMEHOB IOJKHbBI HaKar -
JBaThCcd aMduUIaTUISCKUE TIENTUABI, TaKXKe 00J1a-
MaOIIe MOJOXUTEIbHON CIIOHTAHHOM KPUBU3HOM
[21, 22].

B nHactosiiieid paboTe Mbl pacCMOTpPEINU B3aUMO-
JeficTBUe MapasuiebHbIX TPAHULL IBYX YITOPSIOYEH-
HBIX TOMEHOB, pa3ie/IeHHbIX MOJOCOU OKpYyXaroleit
MeMOpaHbl. [Ipearnonaranock, YTO B3aMMOAEHCTBUE
OIOCPEeIOBaHO YIPYTUMU AedopMmalisiMu MeMmOpa-
Hbl. [Tpodwnn sHepruu B3auMoAeicTBUS ObUIN pac-
CUMTaHBI U151 CIy4aeB YKUCTO JUMMUIHON MeMOpaHbl 1
MeMOpaHbl, Ha KOTOPYIO aficopOMpPOBaHbI U B KOTO-
PYIO YaCTUYHO BCTPOEHBI aM(pUNaTUueCKUe NENTUIbI.
ITokazaHo, 9YTO B YMCTO NUINMOHOW MeMOpaHe s
MPUBEAEHUS TPAHULL TOMEHOB B TJIOTHBI KOHTAKT
HEOO0XOAUMO MPEOa0JeTh IHEPreTUUECKUI Oaphep.
IIpy onTUMaTbHOM pacHOIOXKEHUU aIcopOUpOBaH-
HBIX MIENTUIO0B OTHOCUTEILHO MPaHUIL YITOPSAOUEHHbBIX
JIOMEHOB BBICOTA 3TOTO SHEPTrETUUECKOTO Oapbepa pe3-
KO Bo3pacTaeT. Takum o6pazoM, MUHOPHBIE MEMOpaH-
Hble KOMITOHEHTBHI C HEHYJIEBOW CIIOHTAaHHOI KpHU-
BU3HOM, TIOMUMO MOHMXXEHUS 3HEePIrun MexXKda3HOI
L./L4-TpaHu1ibl, JOJDKHBI TakkKe 3aTPyOHSTh CIIUSI-
HYE JTOMEHOB.

BUOJIOTMYECKME MEMBPAHBI

ITOCTAHOBKA 3AJAYN

DyHKIMoOHAJ yHPyroii 3Heprun. [1J1st pacueTa Hep-
rum gedopManuii Mbl paccMaTpuBaeM MeMOpaHy KaK
HEMpephIBHYIO YIPYTIyIO cpeny. B natepaibHOM Ha-
IpaBJICHUN MeMOpaHa IpeaIioaracTcs XKUIKO B TOM
CMEICJIE, YTO padoTa MO KBa3MpPaBHOBECHOMY JiaTe-
paJbHOMY CIOBMTIY paBHA HYJIO. DKCIIEPUMEHTAIbHO
ObUIO YCTAaHOBJIEHO, YTO ToJMHA Oucios L -da3sl
MPEBBILIAET TOJIIMHY OKpyXatolieid L -meMOpaHbI
Ha 0.5—1 uwm [10, 11]. IIpenmonaraercs, 4To Ha rpa-
Hule L, -nomeHoB MeMOpaHa 1edopMUpyeTCs TaKUM
o0pa3oM, YTOOBI CIVIAAUTL 3TOT CKAYOK TOJIIIMHEI.
Panee Ob1ITO TIOKa3aHoO, 4TO 3HEprusd aedopManmii
MUHUMAaJIbHA, KOTJa rpaHulibl L, -TOMEHOB B MPOTH-
BOITOJIOXKHBIX MOHOCJIOSIX MeMOpaHbI CABUHYTHI IPYT
OTHOCHTEIBHO pyra Ha 2—4 HM [23]. Takum o6pazomM,
B OKPECTHOCTU T'PaHUIIBI JOMEHA MOXXHO BBIIEINUTH TPU
30HbI: L -0ucnoit, L -6ucnoit u “rudpuaHsiit” 6ucioi
MEXITy HUMHM IIUPUHOI 2—4 HM, B KOTOPOM OIVH MO-
HOCJIOi Haxonutcs B L -cocTosiHuu, a apyroit — B L.

Marnbie medpopMmanuy, XapaKTepHBI HPOCTpaH-
CTBEHHBIII MacIITa® KOTOPHIX 3HAYUTEIbHO IPEBbI-
IIaeT TOJIIMHY MeMOpaHbl, KaK IIPaBUJIO, XOPOIIO
OIMMCHIBAIOTCS C TIOMOIBIO KJIACCUTYECKOTrO (pyHKIIMO-
Haja YIPYroil SHEPruM, MOIyYeHHOIo XeJIb(PPUXoM
[24]. B pamkax moaxoma Xeiabdpuxa mMeMOpaHa pac-
CMaTpUBacTCs KaK OBYMepHass OSCKOHEYHO TOHKasI
IUIEHKA, He MMEIoIasl KaKoii-InOo BHYTPEHHEHN CTPYK-
Typhbl. YIIpyrasi 3Heprvsi MeMOpaHbI TTOJTHOCTBIO OIpe-
nensiercss (hopMoit MOBEPXHOCTY M MPOMOPILIMOHAIbHA
KBaJpaTy ee reoMeTpuuecKoil KpuBU3HBIL. B HacTos-
el pabote mccieayrorcs aedopMalud MeMOpaHbI,
BO3HMKAIOIINE Ha XapaKTePHBIX MacIlITabax Mmopsiaka
HECKOJIbKMX HaHOMETPOB. B cBsI3u ¢ 3TUM HeobXo-
JUMO YYUTBIBATh AehOopMalliio HaKJIOHA JUMUIHBIX
MOJIEKYJl OTHOCUTEJILHO HOPMAaJIM K TTOBEPXHOCTHU
JIMITUAHOTO MOHOCJIOSI, XapaKTepHbIA MaciTad Ko-
TOPOM CpaBHUM C TOJIIMHON MeMOpaHBI, T.€. CO-
CTaBJISIET HECKOJILKO HaHOMETPOB [23, 24]. B pamkax
JIMHEWHOU TEOpUM YMNPYTroCTU JIMMUIHBIX MeMOpaH
GyHKIIMOHA 2HEPruu, yYuThIBaIOIIUA nedopma-
LU0 HaKJIOHA, OBIJT BIIEPBBIE MOJYyYeH XaMMOM M
KosznoseiMm [25]. B manpHeiiem BeiBog XamMmma—Ko3-
JIOBa OBUI IEPECMOTPEH B paborax [26—28], B KOTOPBIX
OBLJIO TTOKA3aHO, YTO HEOOXOAMUMBIN YyYEeT M3MEHCHMUS
TOJIIIIMHBI MOHOCJIOEB MEMOpPaHbI IIPU JePOpMaIInsIX
MPUBOAUT K IOMOJHUTEILHBIM KBaAPAaTUYHbBIM CJlarae-
MBIM, HE YYTEHHBIM B yHKIIMOHasIe Xamma—Kosznosa.
B nannoii padote misg GyHKIIMOHAJA YIIPYToi 9HEp-
TMY JIANAIHOTO MOHOCJIOSI MBI MCIIOJIB3YeM CJICIYIO-
1mee HanoboJsiee IMOTHOE KBaIpaTUIHOE BEIpaxkeHue [28]:

w = I{E(Vn 0+ 25 chopy
2 2 2 n

k

+k,T(VVn) + ?(VVn)z + GO}dS — 6,5,

Ne 3
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B manHOM (yHKIIMOHAJIe BEKTOPHOE ITI0JIE SOAMHUY-
HBIX BEKTOPOB N, HA3bIBa€MBbIX TUPEKTOPAMHU, XapaK-
TepU3yeT CPEIHIOI OPUEHTALIIO TUAPOPOOHEBIX 1ie-
nei TunuaoB. JMpekTop cunTaeTcs HalpaBJIeHHBIM
OT TUAPODUILHOM YaCTH JTUITMIHBIX MOJIEKYJT K THJI-
n__N
N:-n
XapakKTepu3yeT OTKJIOHEHUE TUPEeKTOpa OT HOpMaJu
N K Tak Ha3bIBaeMOI pas3feIsTIoNIeii TTOBEPXHOCTH,
KOTOpasi IMPOXOAUT BHYTPH JUIIMAHOIO MOHOCIOS B
0o0JIacT! COYJICHEHUS TUIPOMUIHLHON M THAPOPOO6-
HOM YacTeil TMIMMIHBIX MOJIEKYJI. BeKTOpHEBIE MOJIsI n
n T onpemeneHbl Ha pa3messTIOLIei MOBEPXHOCTU. B

podobHoii. ITone BekTOpoB HakJioHa T =

¢ysaxumoHane (1) BeIpakeHue %B(V- n+J, )2 - %BJ 3
OIMMCHIBAET TMOBEPXHOCTHYIO TUIOTHOCTbH Aedopma-

2
Uy 13ruda, a MmocjegHUe TPU CllaraeMbIX, %k,T +

k
+kT-(VV-n)+ %(V V-n)’, — MOBEPXHOCTHYIO

IJIOTHOCTD Hepruu aedopMaluu HakjaoHa [27, 28].
KpoMe Toro, Mbl yYUTBIBAEM MPUIOKEHHOE K MEM-
OpaHe JaTepajibHOE HaTSKeHUE G, OIHAKO MpeHe-
OperaeM BKJIagoM JedopManuy JiaTepaibHOTO pac-
TSDKEHUSI—CXKaTusgd. TakmM oOpa3oMm, (opMaIbHO
pacyeTsl TPOBOMATCS B TIPUOIITKEHUN k,, — ©°, TIe
k, — MoImyJb JaTepadbHOTO PACTSKEHUS—CXKATHS.
JoImycTUMOCTh HAHHOTO IIPUOJIMKEHUSI TOATBEP-
KIAETCSl BKCNIEPUMEHTAIbHBIMU JAHHBIMU, COTJIAaCHO
KOTOpPHIM B MeMOpaHaXx, colepXKallluX XOJECTEPHUH,
MOIY/Ib JaTePaJbHOTO PACTSIKEHUSI—CXKATUSI 3HAYM-
TEJIbHO MTPEBOCXOIUT MOAYJIb HaKJIOHA (k4> k,), U, Ta-
KM o0Opa3oM, dHeprus aedopMalim jJaTepaabHOTO
pPACTSIKEHUS—CKATUsI  [ODKHA OBITh  3HAYMTENIEHO
MeHBbIIIe Hepruu neopMalii HakJIoHa. [1py 5ToM MBI
paccMarpmBaeM B3aWMOIEMCTBHAE ITOMEHOB L -(haswl,
KOTOpast 00pa3yeTcs TOIbKO B MeMOpaHax C BBICOKMM
comepskaHreM xojecteprHa (~20—50 moi. %) [29, 30].

Yupyrue napameTpbl MmemOpaHbl. s moayyeHust
KOJIMYECTBEHHBIX PE3yJIbTATOB, MCITOJb30BaJIUCh Clle-
JIyIoIIMe TapaMeTpbl MeMOpaHbl: MOOyJb M3ruda B
nosnarayicst paBHbIM 20 kpT v 10 k7T (T = 300 K) nos
MoHocsoeB L -noMeHa u okpyxamwuieil L,-membpa-
HBI, COOTBETCTBEHHO [29—32]; CITOHTaHHbIE KPUBU3-
HBI MOHOCJIOEB 00e1X (pa3 CYNTaIMCh pABHBIMU HYJIIO;
MOJIyJIb HakJIoHA k, = 50 MH/M = 12 k,T/uM?, ucxons
M3 TEOPETUYECKOM OILIEHKM paboThI [25], ogmHaKO-
BB 1isi 00eunx das; monynb k, = —5 kT 1 Monyib
k,.= 3 kpT/HM?, cOIIIaCHO OLIEHKeE, TPUBEICHHOI B
paodorte [28], onuHakoBBIe Ay 00eux da3. Jlarepanb-
HOe HaTsDKeHUe Tojarajoch paBHbeiM 0.6 MH/M =
~ 0.125 kzT/HM? B KaXXIOM MOHOCJIOE ¥ OIMHAKOBLIM
B 00eux dazax. 'mnpodoOHast ToIIMHAa MOHOCJIOEB
L,-nomena u oxkpyxatoueil L ;-memOpaHbl mosnara-
Jlach paBHOU h,; = 1.8 HM 1 A, = 1.3 HM COOTBETCTBEH-
Ho [10, 33, 34].

BUOJIOTUYECKHUE MEMBPAHBI

TOM 38 Ne 3

ITapamerpu3anusa cucrembl. bymeM cuuTaTh, 4TO
JNaMeETp Lo—,ZlOMCHa SHAYUTEIIbHO IMPEBLIIIACT XapaK-
TEpHYIO JUIMHY M3MEHEHUs nedopmaluii MeMOpaHHI.
BDTO II03BOJISIET IIPpeHeOpeYh JIOKAJTBbHOM KPWBH3HOM
TrpaHMLbI JIOMEHA U CYUTATh €€ MPSIMOI JTUHUEN, BIOIb
KOTOpO# cucTeMa obJianaeT TPaHCISIIMOHHON CUM-
MmeTpueit. i1 onpeneleHHOCTH pacCMOTPUM TOpHU-
30HTaJIbHYIO MeMOpaHy. BBemeM nekapToBy cucTemMy
koopauHat Oxyz. [Tyctb B Hene(opMUPOBAHHOM CO-
CTOSTHMM MeMOpaHa ItapajUlelibHa IUIOCKOCTU Oxy,
ocb Ox HarpabJieHa NepreHIuKy/IsIpHO rpaHutie L -no-
MeHa; och Oy HampapJieHa BIOJb IpaHUIlbl L -q1oMeHa,
och Oz nepIeHANKYJISIpHA TDTOCKOCTY MeMOpaHbI; Ha-
Yyaji0 KOOPAMHAT pacrojioXeHo Ha rpaHulie L -nomeHa
B HIDKHEM MOHOCJIOe MeMOpaHbl. BeTmumHbI, OTHOCS -
II1ecs K BEpXHEMY U HIDKHEMY MOHOCJIIOSIM, OyIeM
o003HayaTthb MHAEKCAMM “u” U “/” COOTBETCTBEHHO.
O0603HaYM (HOPMY pasIesIONINX IMMoBepxHoCcTel H, a
¢opMy MEXKMOHOCJIOMHOM IOBepXHOCTU — M.
BcnencTBrue TpaHCHISIMMOHHOM CUMMETPUU CHUCTEMBI
BIOJIb TPAHULIBI JOMEHA, SHEPTUIO AeopMaliiit MOXKHO
OTHOCUTB K €IMHULIC IJTUHBI BIOJIb T'PaHULIBI IOMEHA, a
BEKTOPHBIE BEJIMYMHBI, BXOAsINue B (yHKIMOHAI
YIIPYToii SHEPTUM, 3aMEHUTD UX IIPOEKIUSIMU Ha OCh
Oxxn—>n=nN->N=Nto>r=t

I'pannynbie yciaoBusa. JIisi onmucaHusl CUCTEMBbI
MeMOpaHa pa3nesieTcsl Ha 30HbI, COOTBETCTBYIOIIHE
oucnoiitHoMmy L, -nomeHy, OUCIOHOMN OKpyXatolei
MeMOpaHe U MepexXOoIHOMY YYacTKy MeXIy HUMU, B
KOTOPOM OIMH MOHOCJIOM HaxoauTcs B L,-cocrosi-
HUU, a apyroit — B L. Ha rpanuiiax 301 HajaratroTcst
YCJIOBUSI HEMIPEPBIBHOCTU TUPEKTOPOB U pas3melisiio-
KX MoBepxHocTei. [ToMuMo 3TOrO, CYUTAETCS, UTO
nedopmany orpaHUYEHEI M 3aTyXaloT (00pallaroTcs
B HYJIb) BIQJIM OT TPAHUIIBI JOMEHa.

AMmdbunatuyeckuii TenTtua OyneM pacrnoJjaratb B
BEpPXHEM MOHOCJIOE MEMOpPaHBI TTapaJIEIbHO TPaHU-
i€ YyIOpsIOYeHHOTro JoMeHa. B 061actu MoHOC04,
3aHATON MENTUAOM, pa3iesisollas MOBEPXHOCTh HE
cyiiectByeT. COOTBETCTBEHHO, YU4aCTOK HUXKHETO MO-
HOCJIOSI HAPOTHUB MeNTHAa HAXOAUTCS B YCJIOBUSIX, OT-
JIMYHBIX OT YCJIOBUIA, B KOTOPBIX HAXOJUTCS MOHOCJION
B cocTaBe Owcnos. 1s1 ydera 3TOro pasnudusi SSBHO
BBOJIUTCS JOTIOJIHUTEIbHAS 30Ha MEMOpaHbl — MOHO-
CJI0ii HAITPOTUB BCTPOEHHOTO aM(UIIaTUYECKOTO TET-
tina. Ha rpaHuiiax 3Toro MOHOCIIOMHOTO yJ9acTKa Au-
PEKTOD U pas3aesistolias TOBEPXHOCTb TAKXKe CUUTAIOT-
CS1 HETIPEPbIBHBIMMU.

IIpu yacTUYHOM BCTpauMBaHUU B MeMOpaHy am-
¢unaTuyeckoro IenTuia HO/KHBI pPa3gBUTaTbCS B
CTOPOHBI MOJISIPHBIE TOJIOBKHU JTUIIMAOB. DTO IIPUBO-
JIUT K CKA4YKy IIPOEeKIUY JUPEKTOpa Ha IIPaBoii 1 jie-
BOIi rpaHuIax nentuaa (puc. 1).

JJ1s1 oLIeHKM BEJIMYMHBI CKayKa IIPOSKIINIA TUPEK-
TOopa MBI IIpeAIoaaraeM, 4To AUPEKTOPHI, XapaKTe-
pU3yIOIIe OpUEHTALIUIO TUAPOGOOHBIX lieneil JIn-
MUIHBIX MOJIEKYJI, OMVKANIIMX K ITeTITUAY, HallpaB-
JIEHBI B ILIEHTP Macc Tuapo¢poOHOII YacTu ydacTKa
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Puc. 1. YactuyHoe BcTpamBaHME amM@pUIATUYECKOTO
TMEeNnTUaA B JIMITUIHBIM MOHOCJION MPUBOIUT K CKAYKYy M-
PEKTOPa Ha MPpaBoii (NR) U JIEBOI1 (N ) FpaHULIAX ENTHA.
TTpu moBopoTe MenTuma BOKPYT €ro MpoaoJIbHOM OCH 13-
MEHSIIOTCS Z-KOOPAWHATHI pas3iesiioleid MOBEPXHOCTHU
MOHOCJIO Ha IpaBoii (Hg) u nesoii (H;) rpaHuLIax nerm-
tuaa. D — nmaMeTp NenTuaa; 4 — ToJaIruHa TUapohOoOHOM
YacTU MOHOCJIOSI.

MOHOCJIO, PaCITIOJTOKEHHOTO HEMMOCPEACTBEHHO ITOJ

MeNTUIOM: |ng — ny| = An = D/w/(h/2)2 + (D/2)2, e

h — ruapodoOHast TOJIIMHA MOHOCIOS B Heledop-
MUPOBAHHOM COCTOSIHMU; [) — nuameTp IIENTHAA,
KOTOPBbIil MbI OLIECHUBAaeM TIPUOIU3UTEIBHO KaK Aua-
METp O-cniupaiu nentuaa, D= 1.3 HM; n; U ny — 3Ha-
YeHMS MPOEKLU AUPEKTOpa Ha ITpaBOM 1 JIeBOM rpa-
HUILAX TeINTuaa, cooTBeTcTBeHHO. [Ipn aTOoM, eciu
MeNTU HaXOAUTCS YacTUYHO U B L, -momeHe, u B
OKpyXalolleii MeMOpaHe, TO Mbl mojaraeM An =

=5D/(h /2 +(D/2) +(1 - 8) D (1 2" +(D/2)".
rae O SIBJISIeTCS AoJieit quameTpa MenTuaa, HaXoms -
weiics B L,-noMeHe, A, 1 h,; — runpocoOHbIE TOTIIUHBI
MOHOCJI0eB OoKpyxatouuei L;-memOpansl v L -qomeHa,
cooTBeTCTBeHHO [22]. [ToMMMO 3TOro rpaHU4YHOIO
YCJIOBUSI, Mbl YYUTBIBAEM BO3MOXHOCTb BpalllCHUSI
MEeNnTUIa KakK LEeJI0ro BOKPYT €ro MpOIOJbHOI ocH,
YTO HaJIaraeT yCIOBUE HA Z-KOOPAUHATHI Pa3AeiIsiio-
1IEi MOBEPXHOCTHU MOHOCJIOS Ha TIPaBOM U JIEBOIA rpa-
Hunax nentuna: Hy, — H; = (1/2)D(n; + ng), tne Hy n

0=_4
X
4

X

2 2 d’
M+ h -1, +2lc)—2 n,
dx

ITMHWUTWH wu np.

H; — z-KoopauHaThl pa3fessioniux MOBEepXHOCTeH
Ha MpaBO M JIEBOI IpaHMLAX IENTUAA, COOTBET-
cTBeHHO (puc. 1) [22].

PEIIEHUWE 3AJAYA

YpaBsHenusa ODiinepa—Jlarpanmxka ajas mnepexomaHoit
30HBI Mexkay L,-10mMenom n okpyxkawmeii L;-memopa-
Hoil. BripaxkeHue 1151 pyHKIIMOHAJA YIIPYToil dHEp-
run (1) BBIBOOAMTCS B IIPEOITOJIOXKCHUN JIOKAJIBHOM
00BEMHOII HECKMMaeMOCTH TUAPO(OOHON YacTu
JIMTIMIHOTO MOHOCJOS [28]. DTo mpenronoxeHue
OonpaBgaHO OOJIBIION BEIMYMHON MOIYIsT OOBEMHO-
ro cXatusi MeMOpaH, CPaBHUMOTO C MOAYJIeM O0beM-
Horo cxatusl Boabl [35—37]. YcioBue nokaabHOM
00BEMHOII HecxknmaemMocTu umeet sun: H, — M =

2 2
=h, —h—inu uM-H =h —h—in, IUISL BEPXHETO
2 dx 2 dx
M HUXKHETO MOHOCJIOSI, COOTBETCTBEHHO [25]. Pa-
0oTa MpPOTUB JIaTepaJIbHOTO HATSKEHUS IIPU JIe-
dopmanmm MeMOpaHbl MOXKET OBITh 3aIT1ICaHa B BUIE:

2 2

S, 1+(ﬁ) -1 z%(ﬁ) .
dx 2 \dx

Kpome Toro, c tpebyemoil TouyHOCTBIO N, =

=dH,/dx, N, = —dH,/dx n, cCOOTBETCTBEHHO, BbIpaxe-

HUS U1 TIPOEKIIMiA BEKTOPOB HAKJIOHA MOYXHO 3arucaTh

B cienyromeM sune: 7, = n, —iHU, 1, =n +1H,.

dx dx
IToncrasum H, u H, u3 ycioBuii 00bEMHOII HECKU-
MaeMOCTU B BBbIpaXKE€HUS IJISl MPOEKUMA BEKTOPOB
HaKJIOHa, a 3aTeM BCE 3TU BbIpaX€HUS MOJACTaBUM B
¢dyHKIMoHa yrpyroit aHepruu oucios (1). [Tonxyya-
olmiics GYHKIIMOHA 3aBUCUT OT TpPeX HEeU3BECT-
HbIX GYHKUMIA: 1, 1,1 M. Bapbupys (pyHKIIMOHAJ TTO
3TUM (PYHKLUSIM, MbI TIOJIy4aeM CJIENYIOILYI0 CUCTe-
MY JIMHEHHBIX TuddepeHInalIbHBIX YpaBHEHU Dii-
nepa—Jlarpanxa:

1,2 1 2) d’
=k = -2 | M+
( h 2 b a’x3

2

+ (lhj + L+, +lshj)—4nu +n,
4 47" g

2 3
0=-Lp+Ly +2-290L M+ (—lhf ) —lshf)d—3n, +
dx = dx dx 2 2 dx (2)
1,2 1 2\ d°
+ =k + 1 +=s )—nu,
(2hu 2 e dx3
2 3
0=L M+ -1 +2)9n+ (lhf - lshf)d—3M +
dx dx 2 2 dx
+ (lh,“ + LI+, +lsh,4)d—4n, +n,
4 4 " Jax*
BNOJTOTMYECKHME MEMBPAHBI TOM 38 Ne 3 2021



B3AMMOJIEMCTBUE YITOPAJTOYEHHBIX JIUTTUAHBIX JIOMEHOB

rne /, = JBu/k,, [, = 1/B,/k,, I = kc/k, kgr/k,,
s =0, / k,. C IOMO111bI0 TUHEWHBIX NPeOoOpa3oBaHUI
MOXKHO TOJIYYUTh U30JIMPOBAHHOE YpaBHEHUE IS 71,

BUga:

42
ZAk 2 i, =0, (&)
rne A, — U3BECTHbIE Koa(b(bnuneﬂTbl, 3aBUCSIIIME OT
VIIPYTUX IapaMeTpoB MeMOpaHbl, KOTOPbIE, OTHAKO,
CJIMIIIKOM I'POMO3IKHE JIJIsl X 3aIIMCU B IBHOM BUJIE.
VpaBHenue (3) sBaseTcs TMHEMHBIM TuddepeHIIN-

2
(-1 +2 )d—n+

X

d

2
29 m o+ (W da-
- +( )45

— >+
d 4
dx

2
Ly v(2-29C m+
dx dx

rne n, =n,+mn, n.=n,—n. PeumieHue mnepBoro
YpaBHEHMS JIETKO HAXOIUTCSI, HO SIBJIIETCS CIUILIKOM
00BEMHBIM IJISI €ro 3aIlicH 31ech B SBHOM Buae. C
IIOMOIIBIO JIMHEIHBIX ITPe00pa30BaHUIT OCTABIINXCS
IBYX YpaBHEHUII MbI MOJy4aeM CJEAyIollee M30JIU-
poBaHHOE ypaBHeHUeE 1J1s1 M-

d° o s+2s—ldt
dx® 1> —l,s -1, dx'
; ©)
- ) 4 y-o
12 =1 s—1, dx*

c ~ lgr gr
SABHOE peleHre JaHHOTO YPaBHEHUS TaKXKe SIBJISIET-
CS1 CIMILIKOM OOBEMHBIM 151 TOTO, UYTOOBI OBITH MpE.I-
CTaBJIEHHBIM 37ech. [locyie oACTaHOBKU 3TOr0O pe-
IIeHUS B cucTeMy (4) HaXOOUTCS pelleHue IJisl n_, U
3aTEM BBIPAXAIOTCS 1, U H;.

YpasHenus Diiiepa—JIarpanka J1j1 y9acTKa MOHO-
CJIOS MO, MeNTHAOM. 30HA IO/ TIENITUIOM TIPeaCTaB-
JisileT co00ii y4acTOK HMXKHEro JIMIMUIHOIO MOHO-
cliosi, ypaBHeHUs Diiiepa—JlarpaHxa J1jisi KOTOPOTO
WMEIOT CICAYIOIINI BUI:

2 2 2 3
%+(l+s)d A21+(h—+lc+&jd—”3’:0,
dx dx 2 2 )dx
3
d—M+(h2—lz+216)d—'§’+(h w1+ )d M
dx 2 dx
4
+(h—+lch2+lg,+Sh jd—':’+ , = 0.
4 4 )dx
BUOJIOTUYECKME MEMBPAHBl oM 38 Ne 3

n_+ (—hzs
+ (‘l‘h“ LR, +ishf)—4n_ +n

(h+l+sh) n_
2

167

aJbHBIM ypaBHeHNeM. Haxons ero perieHne B SBHOM
BUJIC, MOXKHO OITPEIEIUTh OCTaBIIHNECS HEM3BECTHBIE
dbyHKUIMYT 1, 1 M, TONCTaBUB pelIeHNe IS 1, B CU-
cTeMy ypaBHeHUI (2).

YpasHenus Diinepa—Jlarpanka nnd 301 L ,-nomena
U okpyxawumeii L;-memOpanbl. 1151 30H MeMOpaHhbI,
COOTBETCTBYIOLIUX OucioitHOMY L -noMeHy u Ouc-
JIOiiHOM okpyxatueil L ;-MemOpaHe, MOXHO 3aru-
cate: h,=h =h n [, =1 =/. IlooToMy cucrema
ypaBHeHUI (2) 3HAYUTEJILHO YITPOIIAETC:

4
( Y} +4sh )—n++n+—0,

dx*

3
—n-20) M
X

4)

0,

3
d — 0’
dx’

C noMolblo JUHEHHBIX IpeoOpa30oBaHUl MOXKHO
MOJIYYUTh U30JIUPOBAHHOE JIMHEIHOe TuddepeHIIn-
aJIbHOE ypaBHeHUE IJ1sk QYHKIUU M, KOTOpOE COBMNAa-
nmaet ¢ ypaBHeHueM (5). [lomcTaBisist COOTBETCTBYIO-
1Iee pelreHne B cucremy (6), Mbl HAXOAUM pellIeHNE
IUJISL 1.

PE3VJIbTATDBI

Jledopmanyu MeMOpaHbI B IEPEXOTHOI 30HE MEXKIY
L,- u Li-da3zamu. PaccMoTpuM CTpyKTYpy NEpPEXOL-
HOI 30HBI Mexay L,-ZoMeHOM U OKpyXarolei
L,-MemMOpaHoii B orcyTcTBue nentuaa. ['mobanbHo-
MYy MUHHUMYMY YIOPYTOil SHEPTUU CUCTEMBI COOTBET-
CTBYET OTHOCHUTEJILHBINM CIBUT TPAaHULL YIIOPSIAOUYECH-
HBIX MOHOCJIOMHBIX TOMEHOB, PAaCIIOJIOXEHHBIX B
IIPOTUBOIIOJIOXHEIX MOHOCJIOSIX MEMOpaHBI, HA pac-
crosiHue L, = 2 HM (puc. 2a); Ipy 3TOM M3-3a CUM-
METPUU CUCTEMBbI HEPTUS HE 3aBUCUT OT 3HaKa L.
ITpu nanpHeRINX pacyeTax 3TO pacCTosIHUE (PUKCHU-
POBAJIOCH U MOJIArajgoch paBHBIM 100 Ly = 2 HM, JIu-
00 Ly = —2 HM. BOiu3u rpaHULIbl TOMEHA TPOUCXO-
JIUT U3MeHeHUe TUIApodOOHOM TOMIIUHEI OUCIIOSN OT
2h, B obnactu L, -nomeHa no 24, B obnactu L-meM-
OpaHbl BOajayu OT rpaHuiibl. Kpome Toro, jjokajabHast
s heKTMBHAA KpUBU3HA PA3ICISIONINX ITOBEPXHOCTEM
JIMTTUIHBIX MOHOCJIOEB, XapaKTepU3YIOIIasics BeINIM-
Holi div(n), OTJIMYHA OT HYJISI TOJIBKO B Y3KOI 00J1aCTU
BOJIM3M TpaHUIIBI foMeHa (puc. 20). OTMETUM, 4TO Xa-
pakTepHasl IJIMHa 3aTyXaHus AedopmMalinii, BOSHUKAKO-
IIUX Ha TpaHUIIE IOMEHA, COCTaBJISICT HECKOJIBKO Ha-
HOMETPOB (puc. 26).
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W, kpT/um a
0.8
0.6 |-
0.4
02F |
LO 1 1 1
0 4 8 12

L, Hm

div(n), M~

A5

—0.15 |

Puc. 2. DHeprus u pacrpeneicHue aedopManuii BOJIU3M IPaHULbl YIOPSIAIOYEHHOIO JOMeHAa. @ — 3aBUCUMOCTb SHEPTUU
ynpyrux nedopManuii MeMOpaHbl, BOSHUKAIOIINMX Ha TpaHulle L,-1omeHa ¢ okpyxaromieit L -MeMOpaHoOit, OT OTHOCUTEINb-
HOTO cIiBUTa L rpaHUI] MOHOCJIOMHBIX YIIOPSITOYEHHBIX TOMEHOB, PACTIOJIOKEHHBIX B IIPOTUBOITOJIOKHBIX MOHOCIOSIX. MUHU-
MyM 3Hepruu gocruraercs npu L = Ly = 2 M. 6 — JlatepanbHoe pacrpeneneHue 3OGeKTUBHOI KPUBU3HBL MOHOCIOEB, div(n)
(3aBUCUMOCTb OT KOOPIMHATBI X): CIUIOIIHBIE 3eJIeHast M CUHSISI KPUBbIE — B HDKHEM MOHOCJIOE; IITPUXOBbIE KpacHAasi K OpaH-
KeBasl KPUBbIE — B BEDXHEM MOHOCJIOE; 3eJIEHast M OpaHXKeBasi KpUBble — KOHMUTypanus Ly = 2 HM; CUHSISI M KpacHasl KpUBbIE —
koHpurypauus Ly = —2 HM. Touka x = 0 COOTBETCTBYET MOJIOXEHUIO IPaHuLbl L -1oMeHa B HUIXKHEM MOHOCJIOE.

OnTuMajibHOE NoJIOKeHHe aM(pUIATHIECKOro TMen-
THJA OTHOCUTEJbHO rpaHunbl L -goMena. YactuyHo
BCTPOECHHLII B MeMOpaHy aM(UITaTUYECKUI TTSITUI
neopMupyer MeMOpaHy BCIIEACTBHE HEHYISBOIO
CKayKa IMMpoeKLU AUPEKTOPaA HA €0 MPaBOii U JI€BOI
rpaHuiax. XapakTepHble IJIMHbBI 3aTyxaHus AedopMa-
[y, MHIYLIMPOBAHHBIX aM(UIIATUIYECKUM IICIITH-
JIOM, COCTaBJISIFOT HECKOJIbKO HAHOMETPOB. [TepeKkphl-
THe aedopManyii, BOSHUKAOIINX BOJM3U TPAHUIIBI
L,-nomena u nedopmanuii, UHIyHUPOBAHHBIX aM-
dunaTnyecKuM NenTUAOM, IIPUBOIUT K 3(PHEKTUB-
HOMY JaTepajbHOMY B3aMMOICKMCTBUIO T'PAaHUIIBI U
nenTyuaa. CorjaacHo pacdyeTaM, SHEPrusl YIpyrux ae-
dopMalmii 0Ka3bIBaeTCsI MMHUMAIbHA, KOTa MEITHUI
pacnionaraercs B L,-dasze Boiu3u rpanuiisl [21, 22]. Ha
puc. 3a ToKa3aHbl 3aBUCUMOCTU YIIPYTOil 3HEPTUU
CHCTEMBI, OTHECEHHOM K € IMHMIIIE IUIMHBI BIOJIb IPa-
HUILIbI JOMEHA, OT KOOpAWHATHI X, TpaBOii rPaHULIbI
nentuna ms cirydyaeB Ly =2 HM U Ly, = —2 HM; TOUKe
x = 0 COOTBETCTBYET IOJIOKEeHUE IpaHUlIbl L, -nome-
Ha B HIDKHEM MoHoc0¢e. YToObI HaliTh aOCOTIOTHYIO
VIIPYTYIO SHEPIUI0, HEOOXOAMMO OTHECEHHYIO K €U~
HUILIE IJIMHBI BIOJIb TPAaHUIIBI JOMEHA SHEPIUI0 YMHO-
XKUTh Ha 3(POEKTUBHYIO UIMHY TENTUIA B HAIlpaBJIie-
HUM TpaHulbl AomeHa [38]. DddekrnBHas mIMHA
KJIaCCUYECKMX aHTMMUKPOOHBIX IENTUIOB TUIIA Me-
JINTTUHA U MaraiHWHA cocTaBiisieT 4—6 HM. Takum 00-
pa3oM, NIyOMHa MUHAMYMa YIIPYroii SHEPIUu IIpY OII-

BUOJIOTMYECKME MEMBPAHBI

TUMAaJIbBHOM pPacCHOJIOKEHUM TIeNTHAa OTHOCUTEILHO
rpaHuilpl foMeHa coctasisieT (0.8 — 0.9 kpT/Hm) X (4 —
— 6 HM) = 3 — 5.5 kT, 4TO B HECKOJIBKO Pa3 IPEBOCXOIUT
CPEIHIOI0 SHEPIUIO, IIPUXONSIIYIOCS Ha OTHY ITOCTYyIa-
TEJbHYIO CTeNeHb cBOOONbI menTtuaa, T.e. 0.5kzT. U3
9TOT0 MOXHO 3aKJIIOYUTh, YTO YACTUYHO BCTPOCHHBIE
B MeMOpaHy am@uITaTUYeCKHEe NENTUIBI JOJKHBI BbI-
CcTpauBaTbcsl BAOJb TpaHullpl L -momeHoB. Dopma
MeMOpaHbl, paCCUMTAaHHAS IS ONTUMAaJIbHbBIX I10JIO-
>KEHMI TlenTuaa, IIoka3aHa Ha puc. 36.

B3aumoneiicteue L,-1omeHoB 6e3 nentunos. Panee
[18, 39] B MeMOpaHe 6e3 MenTUa0B ObLIIO PACCMOTPEHO
JlaTepallbHOE B3aMMOMAEUCTBUE IpaHull AByX L -mome-
HOB, pa3aeNieHHbIX MToIocoi L;-6ucmost, 1 6110 TIoKa-
3aHO, YTO JIIST IPUBEIEHMS TPAHUIT B KOHTAKT 1 ITOCTIe-
JYIOIIETO CIAUSHUSI JOMEHOB HEOOXOAUMO TMPEOa0JIeTh
sHepreTuyeckuii Gapwep BbicoTOl ~0.1—0.2kzT/HM.
INockonpKy aMmbunaTiIecKe MeNTHII, KaK ITPaBHJIO,
OTTJIKMUBAIOTCSI [IPYT OT Jpyra MpH CHUJIbHOM COJMKe-
HUM [28, 38], MOXKHO MPEATIOI0XKUTh, UTO /11 CIUSTHUS
L,-mToMeHOB, BIOJb TpPaHUI KOTOPBIX BBICTPOCHBI
aMuITaTHIeCKe MENTUIB B ONTUMAJIbHBIX TOJIO-
JKEHUSIX, BBICOTA DHEPreTUYecKoro 6apbepa JoJKHA
YBEJTMUMBATHCS 110 CPABHEHUIO CO CITyYaeM CIIUSHMUS
JIOMEHOB B MeEMOpaHe 0e3 MeITHIOB.

Ha puc. 4a mokasaHa 3aBUCHMMOCTb YIPYTOii
DHEPTUM CUCTEMBI OT MUHUMAJIBHOTO PacCTOSTHUS A
Ne 3

TOM 38 2021
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W, kpT/um a 6
Z, HM
10
3r /“-\_
’___—llnl-' - "
1.--.-...--..-n--l---.-...--- I —
—10 _5 : -
| LO X, HM
Ly=2Hm |
Z, HM
10 -
1F
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Puc. 3. OnTuManbHOE MoJIoKeHre aMPUNaTUIECKOTO MENTUIA OTHOCUTENBHO IpaHuIbl L -ToMeHa. a — 3aBUCHMOCTH yIIpy-
TOiif 3HEPTUU CUCTEMBI OT KOOPAWHATEI X() IpaBOii TPaHMIIbI MENTUAA TSI ciiydaeB Ly = 2 HM (3eieHast KpuBasi) U Ly = —2 HM
(kpacHas kpuBasi). 6 — ®opma MeMOpaHbl IPY ONTUMAIbHbBIX MTOJOXEHMUSIX aM(UITaTUYECKOrO MENTUAa, COOTBETCTBYIOIINX
T100aJIbHBIM MMHUMMYMaM YTIPYTO¥ 3HEPTUN CUCTEMBI, IS cay4daeB Ly = 2 HM (BBepxy) U Ly = —2 HM (BHM3Y). [lenTnn moxa-
3aH TEMHO-CEPBIM JUIUIICOM; YIOPSIIOUYEHHbIE TOMEHBI MOKa3aHbl CEPBIM 1IBETOM; OKpYyKaloliiasi MeMOpaHa roka3aHa CBeT-
JIO-CepPbIM LIBETOM; ITYHKTUPHOM JIMHKUEH MoKa3aHa MeXXMOHOCJIOMHAsI TOBEPXHOCTb M(x).

Mexay L,-noMeHamu 3a BbIYETOM SHEPTUU Npu Gec-
KOHEYHOM paccTossHUU Mexny L -noMeHamu (4 = o).
M3 manHOro rpadmka ciemyer, 4TO IS IIPUBEACHMUS
IpaHMII B TUIOTHBIM KOHTAKT U TTOCJICAYIOLIETO CAUSHUS
JIOMEHOB HEOOXOOMMO TIPEOdOieTh SHEPIeTUYECKUIA
Oapbep, BbicOTa KOTOporo coctabiisier ~0.14 kzT/HM.
ITpu convxenuu L -1OMEHOB yIrpyrasi 3Heprusi CHa-
yajia yMEHbIIIaeTCs U JOCTUTaeT MUHUMYMa TIpU pac-
crostHun A = 4.5 uMm. I1pu ganpHelineM cOMKeHUN
yIIpyrasi 2Heprus Bo3pacTaeT, JOCTUTrasi MaKCuMyMa
MPU PacCTOSTHUU MexXay noMeHamMu A = 1.5 um. Ha
puc. 46 mokazaHa popma MeMOpaHbI IIpu A = 10 HM.
PucyHok 4 wimoctpupyet TofibKo citydait Ly = —2 HM,
MOCKOJIbKY BCJIEICTBUE CUMMETPUU CHUCTEMbI 3aBU-
CUMOCTb YIPYIrOil 3HEPTUU OT PACCTOSTHUS MEXIY
L,-nomenamu u popma MeMOpaHbl COBINAIAIOT JJIs
ciydyaeB Ly=2HM U Ly = —2 HM.

BsaumopeiictBue L, -10MeHOB B ciyuyae HAJINYUS
amunaTMYecKUX NEeNTHAOB HA MX rpanmmax. Pac-
CMOTpHUM B3aumozelicteue L -1oMeHOB B MeMOpaHe,
B KOTOPYIO YaCTUYHO BCTPOEHBI aMduIaTUUeCKue
nentuabl. Kak ciengyer u3 puc. 3a, r106ajJbHOMY MU-
HUMYMY YIIPYTOii DHEPIrUM COOTBETCTBYET IOJIOXKE-
HUe aM@UIIaATUYEeCKOIro IeNTUAa BOJU3U T'paHULIbI
L,-nomeHa. 3adukcupyeM ambunaTuyecKue nenTuabl
B ONTHMAJIbHBIX MOJOXEHMSIX OTHOCUTEIBHO TPaHUIL
L,-noMeHOB B COOTBETCTBUU C puc. 3. PaccMoTpum
JlaTepajibHOEe B3auMoneicTBue AByX L, -IOMEHOB,
TpaHUIBI KOTOPHIX ITOJHOCTBIO 3aIIOJIHEHBI JIMHUCH
aMduaTUIeCcKnX IMeNTUA0B. 3aBUCUMOCTD YIIPYToit

BUOJIOTUYECKHUE MEMBPAHBI
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SHEPIUU CUCTEMBI OT MUHUMAJILHOTO pacCTOSTHUS A
mexny L.-moMeHamu TokasaHa Ha puc. Sa, 56 nis
ciydaeB Ly =2 HM u L= —2 HM, COOTBETCTBEHHO, 32
BBIYETOM YIPYIOii SHEPIUM CUCTEMBI TIPU OECKOHEU -
HOM paccTostHUU Mexay L -noMeHamu (4 = o).

W3 puc. 5 cneayet, 4TO BHICOTA DHEPTETUIECKOTO
bGapbepa, KOTOPBI HEOOXOAUMO TPEeOoaoeTh IS
MPUBEICHUS TPAHUI] JOMEHOB B TJTIOTHBIN KOHTAKT,
3HAYUTEJIFHO TIOBBINIAETCSI B CiIydae, KOrma BIOJIb
IrpaHUI] JTOMEHOB pPacCMHoOJIOXEHbl aMdunaTuyeckue
nenutabl. B koHdurypauuu L, = 2 HM BbicoTa 0Oa-
pbepa coctabisieT 0.56k;7/HM, a B KOHGUTYpaIIuN
Ly = —2 HM — npubnusutenabHo 4.8k, T/HM. B ciiyqae
B3aMMOIEUCTBUST JTOMEHOB 0e3 TIeNTHIOB, BBEICOTA
COOTBETCTBYIOIIIETO SHEPTEeTUYECKOro Gapbepa co-
crapnsina 0.14k,T/HM.

IlpuBeneHHast pacyeTHas BeJIMYMHA BBLICOTHI
DHEPreTUYECKOTo Oapbepa CIMSHUS TOMEHOB B
MPUCYTCTBUM TIENITUAOB Ha KX TpaHULIAX MOXET
OBITh HECKOJIBKO 3aBhIIIIEHA, TOCKOJILKY IIPU pacye-
TaxX IIOJIOXKEHUE TEeNTUIOB OTHOCUTEIBHO T'PaHWUII
JIOMEHOB CUUTAJIOCh (PpUKCcUpoBaHHBIM. OTHAKO MO-
KET OKa3aThCsd, UYTO IIPU COMMKEHUU JOMEHOB ITeM-
THAAM OyJeT DHEePreTUYECKU BBITOAHO CIABHHYTHCS
OTHOCHUTEIBHO MOJIOXKEHUSI, COOTBETCTBYIOIIIETO TJIO-
6aJTbHOMY MUHHMYMY BHeprum Ha puc. 3a. Tem He
MeHee, BeJIMYUHY 3TOTO 6apbepa BO3MOXHO OLIEHUTh
cHu3y. PaccMoTpuM 3aBUCHMMOCTh YIIPYTOil SHEpTrUuun
CUCTEMBI OT PACCTOSHUS MEXIYy IMeNTUIaMH, KOTaa
paccTosTHUE MEXIy JoMeHaMM paBHO Hymo, A = 0,
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Puc. 4. JlatepanpHoe B3auMoneiicTBue 1Byx L ,-1oMeHOB B MeMOpaHe 6e3 aMm(bUnaTiuecKux NenTUI0B. @ — 3aBUCUMOCTb MOJI-
HOI1 yNIpyroii 3Hepruy CUCTEMBI OT paccTosiHus A Mexny L,-noMeHamMu 3a BBIY€TOM SHEPTUU ITPY OECKOHEYHOM PacCTOSIHUU
Mexay L-nomenamu (4 = o0). 6 — @opma MeM6paHbl Ipu A = 10 HM. YTOpsiIoUeHHbIE JOMEHBI TOKAa3aHbI CEPBIM LIBETOM; OKpPY-
Jarolasi MeMOpaHa IoKa3aHa CBEeTJI0-CephIM LIBETOM; IIYHKTUPHOI JIMHKE! MoKa3aHa MEXMOHOCJIOMHAST TIOBepXHOCTDb M(x).
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Puc. 5. Bzanmoneiictsue nByx L,-10MEHOB, BIONb TPAHNL] KOTOPBIX PACTIONIOXEHBI aM(UITATUYECKUE MENTUIBL. AMPUTIaTH-
YecKHe MeNnTUIbl 3aUKCUPOBaHbl B ONTUMAIbHBIX ITOJIOKEHUSIX OTHOCUTENIBHO IPaHHULL L,-10MEHOB B COOTBETCTBUU C pUC. 3.
3aBUCUMOCTD YNPYTOif SHEPTUU CUCTEMBI OT MMHUMAJILHOTO pacCTosiHus A Mexay L,-1oMeHaMu 32 BBIYETOM SHEPTUU NPU
A = oo i ciyvaes: a — Ly = 2 HM; 6 — Ly = —2 M. Ha BcTaBkax Ha rpadmkax nokaszaHa ¢popma Memopansl ipu A = 10 HM.
IlenTun nokasaH TEMHO-CEPBIM SJUIUIICOM; YIIOPSIIOYEHHbIE JOMEHBI TOKa3aHbl CEPbIM LIBETOM; OKpYKatolasi MeMOpaHa 1o-
Ka3aHa CBETJIO-CEPBIM LIBETOM; ITyHKTUPHO JTMHUEN IToKa3aHa MEXMOHOCIIOHASI TOBEPXHOCTh M(x).

T.€. B cly4yae, KOTa ITPOU3OLLIIO0 CIIUSTHUE ABYX U3 Ye-  OPYT OT Apyra (A = ©°), T.e. BBIYTEM yIBOCHHYIO MU-
TBIPEX MOHOCIOMHBIX TOMEHOB. BbiuTeM u3 9T0i1 3a-  HUMAaJbHYIO SHepruo Ha KpuBbix W(X,) puc. 3a. I1o-
BHCHUMOCTHU BEJIMYUHY PHEPTMU B IJIOOAJIbHOM MUHU-  JIy4arOLIUECs 3aBUCUMOCTH SHEPIUH OT PACCTOSTHUS
MyMe B cilydae, KOrga JOMEHBI HaXOOATCS OaIeKO  MEXXAY MEeNTUIaMU MPUBEAEHBI Ha pyC. 6; IpU HEKO-
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Puc. 6. 3aBUCUMOCTD yIIPYTrOif 9HEPTUU CUCTEMBI OT PACCTOSTHUS MEXAy TienTunaMu npu A = (0, 3a BBIYETOM YIIPYTOil 9HEPTUU
cUCTeMBI IpU A = o° 17151 ciay4aeB Ly = 2 HM (3eneHast KpuBasi) M Ly = —2 HM (KpacHast KpuBasi).

TOPOM PACCTOSTHUM MEXITY IIENTUAAMU SHEPTUS UMeeT
TIO0ATLHEINN MWHMMYM. BBICOTA 3HEpPreTHYecKoro
6apbepa CJIMAHWA JOMEHOB B ITPUCYTCTBUU TICTITUI0OB
Ha MX TpaHUIaX He MOXET OBITh HITKE, YeM BeIMIMHA
SHEPIrUM B 3TOM IJIO0AJTFHOM MUHUMYME. DTO CBSI3a-
HO C T€M, YTO BBICOTA DHEPreTMYECKOro dapbepa Ha
TPaeKTOPUM MeXIy HadaJbHBIM (4 = ©°) M KOHEY-
HBIM (A = () COCTOSIHUSIMHU CUCTEMBI, KaXKI0€ U3 KO-
TOPBIX XapaKTCpU3yeTCs JIOKaJIbHbBIM MHWHUMYMOM
YIIPYTOi SHEPTHUH ITO TTOJIO0XEHHIO TTIENTUI0B, HE MO-
JKeT OBITh MEHBIIIe, YeM pa3HUIla SHEPTUil KOHEYHO-
ro ¥ Ha4aJIbHOTO COCTOSIHMIA. DTa pa3HMLIA U COOT-
BETCTBYeT MUHUMYMaM SHepIiH Ha TpacuKax puc. 6.

M3 puc. 6 cnenyer, uTo mis ciydast Ly, = 2 HM BBICOTa
SHEPTETUYECKOTO Oapbepa CAMSHUS TOMEHOB 10/KHA
ObITh He MeHee ~0.53kzT/um, a mnst Ly = —2 HM — He
meHee ~1.16kgT/HM. JlaHHBIE OLIEHKU BBICOTHI Oa-
pbepa IIpeBOCXOoasT B ~3.8 paza u B ~8.3 pa3a BBICOTY
SHEPreTU4YecKoro 0apbrepa CiausiHUS TOMEHOB B MEM-
OpaHe 0e3 MenTUIOB 111 KOHGUrypauuii Ly =2 HM 1
Ly = —2 HM cooTBeTcTBeHHO (puc. 4). Takum obpa-
30M, MOXHO 3aKJIlOYUTh, YTO BBICOTA IHEPreTUue-
ckoro 6apbepa cIUsIHUS L -TOMEHOB MOBBIIIACTCS B
HECKOJILKO pa3 B cllyyae, ec/ii Ha MeMOpaHy aJicop-
OupoBaHbl aMdunaTUYECKUE TETITUII.

OBCYXJIEHHE

B HacTosieit paboTte MbI pacCMOTPENH JIATePATbHOE
B3aMMOJICIICTBUE JUIMAHBIX YITOPSIIOYEHHBIX HOOME-
HOB, OITOCPEIOBAHHOE YIIPYTUMU AeOpMaALIUIMUA MEM-
OpaHBbI, B clIyJae, KOorjia B MeMOpaHy YaCTUYHO BCTPOE-

BUOJIOTUYECKHWE MEMBPAHBI
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HBI aMUITaTUYeCcKHe TienTuabl. PaHee ObUI0 MOKa3aHO
[21, 22], 9TO ¢ TOYKM 3peHNST MUHUMU3ALINNA SHEPTUN
nedopMannii MeMOpaHbl aM(pUIATUISCKUM TICTITH-
JIaM BBITOTHO PacCHOJIOXUThCS BOJIM3U IPaHUILIbI 10-
MEHOB. DTO CBSI3aHO C TEM, UYTO IIPM YACTUIYHOM
BCTpaBaHUM B MeMOpaHy aM(UIIaTUIECKOTO IICII-
TUIA PA3IBUTAIOTCSI B CTOPOHBI MOJISIPHBIE TOJIOBKU JIY-
MUAOB W WHAYLUPYETCS TOJOXUTEIbHAs KPUBU3HA
MeMOpaHBI, T.e. MeEMOpaHa CTAHOBUTCS JIOKAJILHO BbI-
MyKJI0#1 151 HAaOMoaaTest, paciiojOXXeHHOI'O CO CTOPO-
HbI ampumaTnyeckoro rnentuaa. MHbIMU cjloBaMU, aM-
dunarnyeckre MenTUAbl O0JaNaIoT TOJOXUTEILHON
CIIOHTAaHHOI KPMBU3HON. YIIpyras HEprus MUHU-
MaJibHa, KOI/a JOKaJIbHasl FTeoOMeTpruYecKas KpUBU3-
Ha JIMTIUAHOTO MOHOCJIOSI COBMANAET CO CIIOHTAHHOM
KPUBU3HON, MHAYLIUPYEMO MeMOpaHHBIMH KOM-
noHeHTamMu. OmHAKO TeoMeTpudYecKasi KpUBH3HA
MeMOpaHbl, B KOTOpoii cocyiiecTBytoT L - u L;-da-
3bl, OTJIMYHA OT HYJIS JIMIIIb B Y3KOIi 00J1acTH BOJIM3HU
mexdasznoit L,/L,-rpaHunbl (puc. 26); ocTajibHast
4acTh MEMOpaHBI — IUIOCKAs, 1 KpUBU3HA €€ ITOBEPX-
HOCTHU paBHa HyJII0. TakuMm o0Opa3oM, yIipyras Hep-
russ MeMOpaHbl MUHUMAaJIbHA, Korma aMdunarude-
CKHe€ TIENITUIBI pacrnojiaraloTcs BOJIM3M Mexkha3zHOMN
L./L4-rpaHuubl B 001aCTSIX, B KOTOPBIX pa3lessito-
II1i€ TOBEPXHOCTH JIUITMIHBIX MOHOCJIOEB JIOKAJILHO
BBIIYKJIbIE.

Panee 6pu10 mokazaHo [ 18, 39], uro B MemMOpaHe 6e3
MENTUIOB ISl IPUBEAEHUS TpaHuUlLl 1ByX L -10MEHOB B
KOHTAKT M MX MOCJICOYIOIIETO CIUSIHUS HEOOXOIUMO
MIpeonosieTh dHepreTuueckuii Gapbep. Kpome Toro, B
paborax [28, 38] ObIIO TTOKA3aHO, YTO ABa amM@uIIa-
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TUYECKUX MENTUIA, BCTPOEHHbIE B OAWH U TOT XK€ MO-
HOCJIOIf MeMOpaHbI, OTTAJIKUBAIOTCSI HA PACCTOSTHUSIX
MopsiIKa HECKOJIbKUX HAHOMETPOB. B CBsI3u ¢ 3TUM
MOXHO OXUAaTh, YTO HAIMYUE TIETITUI0B Ha TPaHUILIE
L,-1oMeHOB JO>KHO TTPUBOIUTD K YBETUUYEHUIO BbI-
COTBI DHEPTeTUYECKOTO Oapbepa Ipoliecca CIAUSHUS
IIOMEHOB. JlefiCTBUTENbHO, KaK TOKAa3bIBAIOT HaIlU
pacyeThl, BbICOTa Oapbepa yBEJIMYMBAETCS: B Clydyae
KOH(purypauuu L, = 2 HM BBICOTa yBEJIUYUBAETCS
KaKk MUHUMYM B ~3.8 pa3a, a B ciyvyae Ly, = —2 HM —
B ~8.3 paza. OT™MeTUM, 9YTO KOH(PUTYpAILIs TPAHUI]
JIOMEHOB L = —2 HM HauboJjiee BEpOSITHO peaiu3yeT-
sl B IUTa3MaTUYECKMX MeMOpaHaxX KJIeTOK MJIEKOMUTa-
omux. [TnasmMarnyeckre MeMOpaHbl aCUMMETPUYHBI
MO JIMIMIHOMY COCTaBy MOHOCJOeB. MIX HapyXHbII
MOHOCJIOf OTHOCUTEIbHO 00OTallleH HACKIIIEHHBIMU
munuaamu [40], KOTopble IIPeUMYIIECTBEHHO 1 (pop-
MUPYIOT yIIopsiioYeHHbIe noMeHblI [9]. Takum oOpa-
30M, CyMMapHas IJIoLIaab yIOPSIIOUYSHHBIX JTOMEHOB
B Hapy>kKHOM MOHOCJIO€ TJIa3MaTU4eCcKoit MeMOpaHbl
JIOJIKHA OBITh OOJBIIIEe, YeM BO BHYTPEHHEM MOHO-
ciioe. B cpenHem, B KaXaoM OWCITOWHOM padre B
IU1a3MaTu4eckoit MeMOpaHe TjIolanb MOHOCIOMHO-
ro YIOPSIIOYEHHOTO IOMEHA, PACIOJI0XEHHOTO B Ha-
PY>)KHOM MOHOCJOE, IOJIKHA TMPeBbIIATh TUIOIIAIb
JIOMEHa BO BHYTPEHHEM MoOHocjoe. AMdunaruye-
CKMe TeNTUbl, Kak MpaBujio, HAaXOAITCI Wiv 100aB-
JISIIOTCSI CHApYXU KJIETOK U BCTPAMBAIOTCSI B HAPYX-
HBIII MOHOCJION IUTa3MaTUYECKOM MeMOpaHBI. DTO
COOTBETCTBYET KOHpurypauuu L, = —2 HM, €cliu
CUMUTATh HAPY>KHBI MOHOCJIOI BEpXHUM, a BHYTPEH-
HUI — HUDXKHUM B HalllMX 0003HAYEHUSIX.

VBennueHWe BBICOTHI YHEPreTUYECKOIro OGapbepa
CIIMSIHUSI JOMEHOB MOXKET IIPEISITCTBOBAaTh 00pa3o-
BaHUIO MaKpPOCKOIMMYECKUX TOMEHOB B MeMOpaHe.
BDKCNepUMEeHTAILHO ObLIO TToKa3zaHo [41, 42], yTo B
pe3yabraTe (a30BOTO paslaesicHUusI ¢ 0O0pa3oBaHUEM
ynopsinoueHHo# L,- u HeynopsinoueHHo# L -da3 Mo-
T'yT 00pa30BbIBATHCS JIMOO MAaKPOCKOIMMUYECKIE TOMEHBI
XapaKTEpHOro pa3Mmepa IopsiaKa HECKOJIbKMX MUK-
pPOMETPOB, TNOO HAHOIOMEHBI XapaKTePHOTO pa3Me-
pa mopsiika AecSITKOB HaHOMETpoB. B paGote [42]
OBUIO IIPOIEMOHCTPUPOBAHO, YTO CPEIHUI pa3mep
JIOMEHOB ONpPENEIeTCS BEJIMYMHOM JIMHEMHOrO Ha-
TSDKEHUSI MX TPaHUIIbI: MAaKPOCKOTIMUYECKUE TOMEHBI
00pa3yloTcsl, TOJIBKO KOTIJa JIMHEWHOE HaTsKeHUE
npeBocxoauT npuodnusurenabHo 0.3 mH = 0.075k;T/uM.
AMdunarudeckyue TENTUABI ITOBBLIIIAIOT SHEPTUIO
MexdaszHoit L /L -rpanuniel (cp. puc. 2a u 3a); on-
HAaKO IENTUIBI MOTYT CTaOMJIM3UPOBAaTh HAHOIOME-
HBI 3a CYET 3aTPYOHEHUST UX CAUSIHUSA (puc. 5), To-
CKOJIbKY YBeJIMUEeHME pa3Mepa JOMEHOB Ha ITO3THUX
cragusax (a3oBOro pasielieHUS HPOMCXOOUT IIpe-
MMYIIECTBEHHO 3a CUeT UX caustHus [15].

AMdunarndeckre NeNTHUIB B HACTOSIIEE BpeMs
paccMaTpUBarOTCSl KaK TMEPCHEeKTUBHBIC aHTUMUK-
poOHbIe mpenapatkl [43, 44]. [TokazaHo, YTO HEKOTO-
pele aMduIaTUIecKne TEeITUABI CITOCOOHBI aacop-

BUOJIOTMYECKME MEMBPAHBI

OmpoBaThCd Ha MeMOpaHax 0aKTe pUATbHBIX KJIETOK 1
BBI3BIBAaTh B HMX OOpa3oBaHUE CKBO3HBIX Mop [44].
M3buparenbHoe CBSI3bIBAaHMWE MENTUIOB C OaKTEepHU-
aJIbHBIMI MeMOpaHaMM OOECIIeYMBaeTCs, B OCHOB-
HOM, pa3jIMureM 3JEKTPUUECKOTO 3apsiia HapyKHbIX
MOHOCJIOEB IJIa3MaTUYEeCKUX MEMOpaH 3YKapUOTH-
YeCKMX M 0aKTepHUaIbHBIX KIETOK: HApy>KHbBIE MOHO-
cJion GakTepuaJibHBIX MEMOpaH MMEIOT OTpHUIIATEIb-
HEII1 3apsif, B TO BpeMsI KaK Hapy>KHBIE MOHOCJIOU
MeMOpaH 3YKapUOTHYECKUX KIETOK DSJIEKTPUYECKU
HeWTpanbHbl. B CBS3U ¢ 3TUM, ITepCIIeKTUBHbBIE aHTH-
MUKPOOHBIE TTIENTUIbI, KAK IIPABUIIO, HECYT OOJIBIION
TMOJOXUTENbHBIN 3apsn [43, 44]. CreneHp m3ompa-
TEJIbHOCTM aHTHUMUKPOOHOTO TIeNTHUIA XapaKTepU3y-
€TCSI €ro aHTUOAKTEepUAIbHBIM U TeMOJIMTUYECKUM
IEeCTBUEM, T.€. COOTHOIIEeHHEM 3(PheKTUBHOCTEMN
obOpa3oBaHUsI TOp B MeMOpaHax OaKTepUaJIbHBIX U
BYKApUOTUYECKUX KJIETOK. H1U3Kas reMoImuTrudecKast
aKTUBHOCTH MOAPAa3yMeBaeT, YTO KOHIICHTPALIMS a-
copOupyolierocs rnmenTuga Ha MeMOpaHax 3yKapuo-
TUYECKMX KJIETOK HeJIoCTaTouYHa 1JIsT 3(OEKTUBHOIO
00pa3oBaHMsI CKBO3HBIX ITop. OIHAKO M3 pe3yabTa-
TOB Hallleil paOOTHI CIIEAYET, UTO, JaXKe eCau aM@pu-
MaTUYECKUI TTeNITU He pa3pyllaeT MeMOpaHy 3yKa-
PUOTUYECKOM KIJIETKM, OH MOXET CYIIIECTBEHHO M3-
MEHSTh XapaKTePUCTUKU B3aMMOACUCTBUS padTOB.
B pa6ote [45] Ob10 TTOKa3aHO, YTO TIPU 3aMEHE B
padToobpa3ylolieil CMecH XoJIecTepruHa Ha €ro Me-
TaOOJIMYECKMI TIPEIIISCTBEHHUK, 7-AeTUIPOXOJIeCTE-
pyH, padThl TPU CTOJTKHOBEHUSIX HAUMHAIOT “CITATIATh-
cs1”’: OHM HE CJIMBAIOTCS 1 HE PACXOISITCS Ha OOJIbIINE
paccTostHUS, 00pa3ysl NPOTSKEHHbBIE arperatbl Kpyr-
JIBIX JOMEHOB. ¥ 4ejIoBeKa HEAOCTaTOK XOJIeCTepruHa
¥ HakaIUIMBaHHWE 7-IeTHUAPOXOJIECTepUHA BHI3BIBACT
cunapom Cmura—Jdeman—Onurna [46]. Takum 00-
pa3oM, BapHalusl XapakTepa B3auMoaeiicTBus pad-
TOB MOXXET MMETh Cepbe3HBIe IOCICACTBUS KaK Ha
YPOBHE OTHEJILHBIX KJIETOK, TaK U Ha YpOBHE opra-
HU3Ma B 11ejioM. HackoabKo HaM M3BECTHO, ITOI00-
HBII TOOOYHBII 3((dEKT, NOTEeHIINMAIHLHO BHI3bIBaC-
MbIii aHTUMUKPOOHBIMU MENTUAAMU, PaHEE CUCTE-
MaTUYECKU HE UCCIICO0BAJIC.

B pa6otax [11, 21] 6BIIO0 TOKa3aHO, YTO JIMITUIHI,
oOJamalonye IMOJOXUTEIbHOM CIIOHTAaHHON Kpu-
BU3HOI1, HannpuMep ranmmosun GM1, TakKe J0JDK-
HBI HAKaIJINBaThCS B y3KOii IToJIoce BOIM3U MexXdas-
Hoti L,/L4-rpaHuiibl. AHaJIOTUYHO Tosioce ambumna-
TUYECKUX MENTUAOB, OJI0Ca TAKUX JIUITUIOB JOIKHA
WHIYLIPOBATh CKAYOK ITPOSKIINK JUPEKTOpa Ha CBO-
eli MpaBoiil 1 JIeBO¥ rpaHULIAX, YTO, B CBOIO OUYepeb,
JIOJIKHO TIPUBOJIUTD K MOBBIIIIEHUIO BICOTHI 3HEpre-
TUYECKOro 0apbepa, KOTOPBIA HEOOXOAMO IIPEOa0-
JIETb ISl IpUBEAeHUs rpaHull L,-1OMEeHOB B MJIOT-
HbIIf KOHTAKT. DTOT BBIBOJI COIJIACYeTCs C DKCIIepHU-
MCHTAJIbHBIMY NaHHBIMU: B pabotax [11, 19, 41],
OBLIO TIOKAa3aHo, 4TO Haymuue ranrnno3nga GM1 B
MeMOpaHe CTaOWIU3UPYeT HAHOAOMEHbI, MO-BUIU-
MOMY, 3a CUYET ITOHVZKEHUS BEPOSITHOCTU VX CIIUSHUS
MIPpU CTOJKHOBEeHUSIX. ['aHIIMO3UAbI HAXOAATCS Mpe-
Ne 3
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UMYIIECTBEHHO BO BHEIITHUX MOHOCJIOSX Ma3MaTh-
YeCKUX MEMOpPaH KJIETOK, YTO COOTBETCTBYET KOH(DU -
rypaiuu L = —2 HM B HallluX 0003HAYCHUSIX.

TakuMm o0pa3om, 13 pe3yabTaTOB HAIIIMX PACUECTOB

MOXKHO 3aKJIIOYHTh, UTO aM(UITATUUYECKUE TICITUIII,
BCTPOEHHbIE B MOHOCJIOM JIMMUIHOI MeMOpaHbI, B
KOTOPOIi COCYILIECTBYIOT AOMEHBI KMIKOYIIOPSIIO-
YeHHOIl M XKMIKOHEYHOPSOOYCHHON (a3, MOJLKHBI
CYLLIECTBEHHO 3aTPYAHATH CIAUSIHUE JOMEHOB U, TEM
caMBbIM, CTAaOMIM3UPOBATh aHCAMOJIb HAHOJOMEHOB.

Pabora BhIITONTHEHA IIpn YaCTUYHOM IIOAOCPKKE

MuHHCTEpCTBA HAyKM M BBICHIETO OOpa3oBaHUS
Poccuiickoit ®eaepauun.
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Interaction of Ordered Lipid Domains in the Presence of Amphipatic Peptides
K. V. Pinigin!, T. R. Galimzyanov', and S. A. Akimov" *

! Frumkin Institute of Physical Chemistry and Electrochemistry, Russian Academy of Sciences,
Moscow, 119071 Russia

*e-mail: akimov_sergey@mail.ru

In the plasma membranes of eukaryotic cells, relatively ordered lipid—protein domains can be formed. The
characteristics of the interaction of domains can have a significant effect on the processes that require the co-
localization of several membrane proteins. The ordered lipid bilayer is thicker than the surrounding disordered
membrane. Therefore, it is expected that elastic deformations arise at the boundary of ordered domains, aiming
at smoothing the jump in bilayer thickness. The typical length of the deformations equals several nanometers,
and, as two domains approach each other, the deformations induced by their boundaries begin to overlap,
thereby leading to the effective lateral interaction. In this work, we theoretically considered the influence of
amphipathic peptides, adsorbed on the membrane, on the interaction energy of ordered domains. Amphi-
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pathic peptides can partially incorporate into the membrane, inducing elastic deformations therein. We used
the theory of lipid membrane elasticity to analyze the deformation energy of various configurations of ordered
domains and amphipathic peptides. In a membrane without peptides, it is necessary to overcome some ener-
gy barrier to bring two parallel boundaries of ordered domains into contact with each other. According to the
results of our calculations, the presence of amphipathic peptides in a membrane leads to a severalfold increase
in the height of this energy barrier. Thus, amphipathic peptides should significantly hinder the fusion of or-
dered domains and thereby contribute to the stabilization of the ensemble of nano-domains.

Keywords: amphipathic peptide, raft, theory of membrane elasticity, domain interaction
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IIpoBeneH TeopeTHUeCKUii aHAJIN3 MOBEPXHOCTHOTIO (13€Ta) MOTEeHIIMAaja JIMIIOCOM 13 aHHOHHOTO pocdho-
JIUTIUAA, KapAuOJIUIIMHA, U3BMEPEHHOTO paHee JIEKTPOKMHETUYECKUM METOIOM B TIPUCYTCTBUU MOJIEKYJT
MOJIWJIM3UHA Pa3HOM MOJIEKYJISIpHOM Macchl U (poHoBoro 3jiekrponurta, KCl, B koHueHTpaunuu 10, 40 u
100 MM. d1s1 animpOKCUMAIMK 3KCIIepUMEHTAIbHBIX 3aBUCMMOCTE TTOTeHIIMAJIa OT KOJTMYECTBA MOJUIM3MHA
B CYCIIEH3UM UCITOJIb30BaHa TeopeThyecKasi MOIesb ¢ TlapaMeTpaMu, Cpelu KOTOpbIX Hambosee duzndecku
3HAYMMBIMM SIBJISTFOTCS TOJIIIMHA MOJIMMEPHOTO CJI0s, KOHCTaHTa aCOPOLIMU U JIOJIS 3aHSITOU MOJUTETITUIOM
TTOBEPXHOCTH JIMTTUAHBIX MEMOpaH B 00J1acTU HachlllieHUs1. HalineHHbIe 3HaYeHUsT MapaMeTPOB MOJIEIM MoKa-
3bIBAIOT BIMSIHUE IJTMHBI MOJIEKYJI MTOJIMTIETITUIA HA CTPYKTYPY IMOJIMMEPHOTO CJI0SI OT OTHOPOIHOTO 0 He-
paBHOMEPHO pacHpeaesIeHHOTO 110 MOBEPXHOCTU. 3aMEeTHOe CHIKeHHE 3((DEKTUBHOCTU aacopOLIMu IIpu
YBEJIMYEHUN MOHHOM CUJIbI cpelibl OObSICHEHO KOHMOPMAIITMOHHBIMM MEPECTPOMKAMU MaKPOMOJIEKYJT Ha
MMOBEPXHOCTU U MOHMKEHUEM TIIOIIAAM, TOCTYITHOM ISl X alcOPOLIMU TTPY HACBIILIEHUU TTOBEPXHOCTH.

KioueBble cjioBa: TUIMUIHBIE MEMOpaHbI, KApAUOJUIINH, afcOpOLMs TTOJNMIN3MHA, 2JIEKTpodopeTuuecKast

MOABVXXHOCTb
DOI: 10.31857/50233475521030051

BBEAEHWE

B MHOTOUMCIEHHBIX OMOMETUIIMHCKUX MPUITOXKE-
HUSIX BCE OOJIBIIYIO POJIb UTPAIOT KOJUTOUIHBIE CYyC-
TEH3UU JIUTIOCOM, TTOKPBITHIX TMOJMMEPHBIM CJI0EM
HaTypaJibHbIX U CUHTETUYECKUX TTOJIUIIEKTPOJIUTOB
[1, 2]. B cocTaBe 1unocomM, UMUTUPYIOIIUX TTOBEPX-
HOCTb KJIETOUHBIX MEMOpaH, OOBIYHO MPUCYTCTBYIOT
aHUOHHBIE (hOCHONUNUIBI, KOTOPbIE CO3AAI0T OTPHU-
LIaTeJIbHbIN 3apsi/i TOBEPXHOCTH, XapaKTEPHbI 15T JIU-
MUAHOTO MaTpukca 6romMemOpaH. [1o 3Toit mMpuunHe
OoJIbllIOe 3HAYEHUE I PElIeHUs] OMOTEXHOJIOTrrnYe-
CKUX 3aJ1a4 IIPUOOPETAIOT MOJOXKUTEBHO 3apsKeHHbIE
MOJIMMEPBHI, TTIOJTMKATUOHBI, 1, B YACTHOCTH, JIMHEUHbIE
MOJIMMEePbl HAa OCHOBE Jin3MHa. CUHTETUYECKHE MOJIU-
KaTUOHBI U MOJIMIN3UHBI Pa3HOM IJTMHbBI U MOJIEKYJISIP-
HOM MacChl HAXOIAT MTPUMEHEHUE TTPU CO3AaHUN KOM-
TUIEKCHBIX CHUCTEM JOCTaBKU T€HOB M JIEKAPCTBEHHBIX
npenapaToB, aHTUOAKTepUATbHBIX CPEACTB M aHTHU-
cenTUKOB paszHoro tuna [3—5]. KiroueByto poJib B
9TUX pa3pabOTKax UTPalOT CBEIEHUS O XapaKTepe ajli-
COpOILIMU TIOJIMKATUOHOB Ha TOBEPXHOCTH, Mpexie
BCEro 00 MX BJIEKTPOCTATUUYECKUX B3aUMOAEHCTBUSIX
C 3apsi’KeHHOI MOBEPXHOCTHIO KJIETOK U WX JIMIUI-
HbIX aHayiorax [6—8]. He MeHee BaxXHBIM aKTOpPOM
SBJISIETCS 1 U3BMEHEHUE SHTPOIIUU CUCTEMBbI, COMPO-

BOXJawllee KOHPOPMALIMOHHYIO IIEPECTPOMKY MO-
JIEKYJI TIOJIUKATUOHA IIPU UX CBSI3bIBAHUU C IIOBEPX-
HOCTBIO [9]. OmMHMM 13 BO3MOXHBIX CIIOCOOOB DKCIIe-
PUMEHTAILHOTO M3Yy4YEHUSI TaKWUX B3aMMOIEHCTBUIA
SIBJISIIOTCSL DJIEKTPOKMHETHYeCKre m3MmepeHus [10—
12]. KommdyecTBeHHOE ONMMCaHWE Pe3yIbTaTOB TaKMX
U3MEPEHUI OCYIIECTBISIETCS B paMKax TeopeTuue-
CKMX Mozeelt pa3IMuHOM CIIO)KHOCTU, pa3BUTHUE KO-
TOPBIX MOXHO TIPOCJIEAUTh B TeUCHUE HECKOJIbKMX
necaruneruii [11, 13, 14].

Panee MbI chopMynmpoBaim MoAesb, BKIIOYAI0-
Y0 MUHUMAaJIbHBII HAa0Op ITapaMeTpoB, TOCTATOY-
HBIX JUISI OMTMCAaHMSI JIEKTPOKUHETUIECKMX JAaHHBIX C
Y4eTOM OCHOBHBIX 3KCIEPUMEHTAIbHBIX (haKTOB.
CornacHo ony0JMKOBaHHBIM B JIMTepaType CBEACHU -
SIM, TIPY aICOPOLIMU TTOJTUJIU3UHOB MOXET TTPOUCXO-
JIUTh UBMEHEHUE 3HaKa 3apsiia JUTIUAHBIX MEMOpaH
[15, 16], mprueM OTpULIATENILHO 3apsSKEHHBIE JTUTTUIBI
KJIaCTepU3YyIOTCS MO/ MOJIEKYJIaMU alIcopOMpPYIOIIero-
cs1 momumepa [17, 18]. B pabotax [6, 16] uccnenoBaHa
00paTUMOCTD aACOPOLINH IS IIOJIMMEPOB C Pa3IMIHOMN
CTENICHBIO IIOJIMMEpU3alliM, KOTOpasi CTaHOBUTCS
MPaKTUIECKY HEOOpAaTUMOM MNP ITOBBIIICHUN MOJIE-
KyJIIpHOIT Macchl mouMepa [ 16, 19]. MonekynsipHo-
JIMHAMMUYECKHE METOAbI B 1I€JIOM MOATBEPKAAIOT 3TU
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Puc. 1. Cxematnueckoe n300paxkeHre paccMaTprMBaeMoOil CUCTEMBI TTOJIMMEP—JIUIUJ B PACTBOPE JIEKTPOJIUTA C 1eOaeBCKOM
JUIMHOI 5KpaHUPOBaHM, paBHOI A. IToTeHIIMaII BOJIM3M ITOBEPXHOCTHU Hall y4aCTKOM MEMOPAHDI, 3aHATHIM IIOJIMMEPOM, 000-
3HavaeTcs ¢, C MJIOTHOCTRIO 3apsina ©1. [loTeHMan Hag cBOGOIHBIM OT MOJIMMEPA YYACTKOM MeMOpaHbl 0003HavaeTcs ¢, €
TOBEPXHOCTHOI1 TUIOTHOCTBIO 3apsifia Gy. 3apsil aAcopOMPOBAHHBIX MOJIEKYJI MOJIMMEpa M0JIaraeTcsl PABHOMEPHO pacIpesie-
JIEHHBIM IO ToJIIMHE cJiosl . O6beMHast TUIOTHOCTD 3apsiia 0003HayaeTcs Kak .

HaomogeHus [20, 21] u oOHapy:XMBaIOT U3MEHEHIE
KoH(MopMalLIUY LIeTIe MOJIUKATUOHA OOJIBIION IIN-
HbI, 9KCITOHUPOBAHHBIX B pacTBop [22]. DneKTpocTaTu-
YyecKoe B3aMMOAECTBUE MOJMKATUOHOB C MOBEPXHO-
CTBIO, 0€3yCIIOBHO, IOJZKHO 3aBUCETh OT COCTaBa OKPY-
XKalllel cpedbl U, IIPeXae BCero, OT MOHHOM CUJIbI
pactBopa. B yacTHOCTH, UCClieoBaHMsI, IIPOBEICHHbBIC
meTonoM MonTte-Kapio, rpencka3biBaroT IIOHIDKEHHIE
anCcopOILIMOHHOM CITOCOOHOCTM MOJMKATHOHOB IIpU
BBICOKOI MOHHOI cuite pacTtBopa [23]. OueBUIHO, UTO
BCE IIePEeYUCICHHbIE (DAKTHI U MX CBSI3b C MIOHHBIM CO-
CTaBOM BOJHOTO OKPYKE€HMS NOJDKHBI HAlTU OTpa-
XKEHWEe B U3MEHEHMU MapaMeTPOB TEOPETUUYECKOM
Mozdesr. B nanHoii paboTe Mbl JEMOHCTPUPYEM 3TY
CBSI3b Ha MpUMepe NPpeaoKeHHO HaMU paHee MO-
JIeJIN, B KOTOPOM Yy4acTBYIOT (PM3NUYECKU 3HAYUMBbIC
XapaKTEPUCTUKN CUCTEMBI: KOHCTAaHTA CBSI3bIBAaHUS
K, TojuHa ¢jiost amcopOorpoBaBIIeTOCsSI HOJIUMepa A
M IOJTSI TUTOIIAIM 3, 3aHSTOM MOJUMEPOM B HACHIIIIE-
Huu [24]. Cienyer OTMETUTh, UYTO BCE€ ITapaMeTphl
MOIEJIV UMEIOT SICHBII (DU3NMYeCKUIA CMBICII 1 MX 3HA-
YeHHUSI MOTYT OBITb BepU(PUIIMPOBAHBI IPYTUMH ME-
TOIaMM, HAIIpMep METOIOM aTOMHO-CHJIOBOM MUK-
pockonuu [16].

OINMCAHHWUE METOIOB

Hamu 6bu11 ucnoIb30BaHbI 3KCIIEpUMEHTaTbHbIE
JaHHbIE TI0 aACOPOLMU TMOJUIU3UHOB PA3IUYHON
IUTMHBI Ha JTUTIOCOMAX M3 OTPULIATEILHO 3apsKeHHO-
ro ymmnuna KapauonunuHa (KJI), vactTuaHo orry6im-
KoBaHHBIE B [15]. B aT0i1 pabote 3nekTpodopeTrye-
CKYIO TIONBIDKHOCTD MYJIBTUCIONHBIX JIUTIOCOM pa3-
MepoM oKoJio 0.5 MKM MpU THUITMIHOM COAEpPXKaHWHU
JIMTIMAA B CycIleH3un 1 Mr/mMi1 (poHOBOro pacTBopa

BUOJOTUYECKUE MEMBPAHBI  tom 38  Ne 3

(10, 40 u 100 MM KClI, pH okoJ10 6.5 ripu TemIteparype
22°C) u3Mepsuii METOJOM AUHAMUYECKOTO CBETO-
paccesiHUSI Ha obopynoBaHuu Zetasizer I1 (Malvern
Inst., BentukoOpuTtaHust) ¢ MpMMEHEHEM KOppesiTopa
PhotoCor-SP (CIIIA). [IzeTa-noreHuuan JUMIOCOM
onpeaelsics: 110 pe3yJbTaTaM M3MEPEeHUsI DJIEKTPO-
KMHETUYECKOM TTOIBVZKHOCTU B IIPEATIONOXKEHU, YTO
BBITIOJIHSIETCST cooTHoLIeHne CmoiyxoBckoro. [Tocra-
HOBKA O9KCIIEpMMEHTAa W METOIOB aHaJIM3a JaHHBIX
TIpUBeIcHA B IUTUPOBAaHHOM paboTe 1 0630pe [25].

Hns1 anmnpokcuManuy 3JeKTPOKUHETUYECKUX JaH-
HbIX HamMU Oblja pa3paboTaHa TeopeThudecKasi Moaeb,
YUYUTHIBAKOIAS OCOOEHHOCTHU acOPOIIUY MOJTUIIEK-
TponuToB [24]. He BoaBasich B aeTanm BeiBoAa (hopmyil,
HUCMOJIb3YeMbIX B MOZEIW, NPUBEIEeM 3/1eChb OCHOB-
HbI€ ee ToJI0XKeHUs. Bo-TiepBbiX, Mbl CUUTaEM, UTO Be-
JIMUMHA N3eTa-MOoTeHIMala COBMAaAaeT C DJeKTpuye-
CKMM TIOTEHLMAJIOM Ha TMOBEPXHOCTUM MeMOpaHbl ¢.
MBI curTaeM, 4TO TMOCEAHUI TIpEeACTaBsieT co0oi
CYMMY JIBYX Pa3jIMYHbIX BKJIaJIOB — MOTeHIMa1a O; B
o0JIacT! Haj agcopOMPOBAHHBIM MOJUMEPOM U T1O-
TeHuMana @, B objacTv, cBOOOJHOI OT Nojmmepa
(cM. puc. 1).

BennurHa 371€KTPOKMHETUYECKOTO MOTEHLIMaIa
BE3UKYJIbl O TPUHUMAETCS PABHOM CPEeIHEB3BEIIECH-
HOMY IO IO TOKPBITHS TOBEPXHOCTHU MOJIUME-
POM 3HAYEHUIO OTEHLIMAIIOB O; U O:

0(c) =B(c) o + (1-B(c)) by, (1)

I1e ¢ — KOHUEHTPALMs MOJUIU3UHA, BbIPAXEHHAS B
MOJISIDHBIX €IMHULIAX ONUHOYHBIX 3BEHbEB NOJIMMEDPA,
a B o6o3HaYaeT MO0 3aHATON MM IUIomany. YTtoobt
HCCJIEIOBATh CBOMCTBA aACOPOMPOBAHHOIO MOJIUMEDPA,
HEOOXOIMMO CBSI3aTh MOTEHUMANBL O U ¢, C MMOBEPX-
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HOCTHOM TIJIOTHOCTBIO 3apsiia G; B JaHHOI 00JacTu.
J1st aTOro ncnoab3yercs Monelb I yny—YenmMena:

o, = 2ﬂarsh /.

, 1=0,1, 2
e decyh .

TJe e — 3apsi AJIEKTPOHA, ¢, — KOHIIEHTPAIUs 31eK-
TPOJIUTA, G; — TIJIOTHOCTD 3apsijia Ha pa3HbIX ydyacTKax
rmoBepxHocTH. [lpenrosnaraercs, 4To 3apsia JUNUAa
paBHOMEPHO pachpenesieH Mo 00JacTu aacopouuu
Ha MeMOpaHe C MOBEPXHOCTHOW MJIOTHOCTBHIO G, a
TTOJIMMEP PAaBHOMEPHO 3apsDKeH ¢ O0BEMHOM TUIOT-
HOCTBIO 3apsiia p, ¥ aacopobupyercs B BUIE obnacTeit
co cpeaHeit BbicoToit /1 (puc. 1). B aToM ciyyae riot-
HOCTB 3apsiIa Ha TIOBEPXHOCTH B 00JIaCTH C alcopOr-
POBaHHBIM TTOJIMUMEPOM BBIUMCIISIETCS IO (hOpMyJIe:

G, = Gy + Poh- (3)

MBI yyuThIBa€M, 4TO B aACOPOMPOBAHHOM COCTOSI-
HUY TOJIIIMHA IOJIMMepPa He MOXET OBITh HIKE OIIpe-
JIeJIEHHOTO MOPOTOBOT0 3HAUYEHUS /1y, HATIPUMED, CO-
OTBETCTBYIOIIEMY pazMepaM MOHOMepa JIU3MHA. MBI
MPUHMMAEM 3TO 3HaYeHE paBHLIM IpuMepHO 0.5 HM B
COOTBETCTBUM C JaHHBIMU [22]. Jag ymoOcTBa MBI
HOPMUpPYEM TOJIIIMHY A HAa 3HaUYEeHUE /1, U OTIepUpyeM
B JajibHeleM 6e3pa3MepHoOil BennunHoit d = h/h,,.

[1pu mocTpoeHNM U30TEPMBI aICOPOIIMU MBI YUU -
TBIBAa€M, YTO B OOBIYHOM 3KCIIEPUMEHTE KOJIMYECTBO
amcopOoMpyeMoro BelllecTBa B pacTBOpe (puKCcupoBa-
HO. DTO IIPUBOAUT K MOHMXEHMIO KOHIIEHTpaIUU
noJuMepa B 3KCIIEPUMEHTAJIbHOM sTUEMKe Ha HEKO-
TOPYIO BEJIMYUHY Ac IMMOCKOJIBKY 3aMeTHasl 4acTh Be-
IIeCTBa aACOPOUPYETCS Ha JOCTATOYHO OOJIBIIION MO~
BEPXHOCTH JIMITOCOM (IECATKMA CM? IIpU KOJIMYECTBE
Jmnuaa okojo 1 Mr B 1 Mi1 cycrieH3un), BermdrHa Ac
MPOIOPIIMOHATbHA 0J1€ IIoIanu MeMOpaH [3, 3aHsi-
TOM amcopOMpOBAaHHBIM IIOIUMEpPOM; Tapametrp G
OTpaXkaeT yMEHbIIIEHHWE KOHIEHTpAallMK II0JIMMepa,
nponopiroHaibHoe BennunHe B. [Togo6Hoe mper-
MOJIOKeHHUE OBLJIO YCIIeITHO MCITOJb30BaHO paHee B
paborax [25, 26] ipu aHanuU3€e anCcoOpOLMU BBICOKO-
a(PMHHBIX HEOPTaHUYECKMUX MHOTOBAaJICHTHBIX KaTH-
oHOB. KoadduiimeHT G MOXeT ObITh 3arrcaH B clie-
nayioireM Buae [24]:

G=d ﬁ , 4)
cl
e Cy, — CyMMapHO€E KOJIMYECTBO JIMIUAA, 00pasyro-
IIETO JIMITOCOMBI (B MT/MJI pacTBopa); M, — MOJSIp-
Has macca KJI.

Mul mipennonaraeM, ONMUpPasCh Ha MOJYyYeHHBIE
paHee 3KCIIEpUMEHTAIbHbIE JaHHBIE, UYTO IOJS IIJI0-
1aau B B 06JaCTH HACBIIIICHUST HE MOXKET OBITh 6O0JIb-
111e HEKOTOPOTO (DUKCUPOBAHHOTO 3HAYCHUS 3, KOTO-
poe IoKHO 3aBuceTh oT noiu KJI B coctaBe MemGpa-
HbI, KaK 3TO OOHapyXXMBaeTcs B 3KcIlepuMeHTe [16].
OnmHako agcopOIIMs MOJIMMEPHBIX MOJICKYJI B OOIIIEM

BUOJIOTMYECKME MEMBPAHBI

cydae oGpaTrMa, a CTeleHb 0OpaTUMOCTH MOXKHO Xa-
pakTepn30BaTh KOHCTAHTOI CBsI3bIBaHUSI K, 3aBUCS-
1€t OT pa3MepOB ITOJIMMEPHOI Lieru. Takum o0pas3om,
KWHETUYECKOE YpaBHEHUE aICOPOLIM TTOUITCIITUIOB
MOKET ObITh 3aITCaHO B CJICAYIOIIEM BUIE:

B _ g (c-GB) (B, —P)-B. )

dt

B crammoHapHBIX YCIOBUSIX JieBas 4acTh (hOPMYJIIBI
(5) paBHa HyJ10. Peliasi ypaBHeHUE OTHOCUTEIBHO 3,
MOXKHO ITOJIYYUTH SIBHBIM BUI U30TEPMEIL aCOPOIINI
B(c). B utore mocie moacTaHOBKHU BceX (HOpMyIT B
HUCXomHoe BbIpaxkeHUe (1), MBI MojydyaeM 3aBUCU-
MOCTbh NOTEHLIMANA () OT KOHUEHTPALUU ¢ MOHOME-
pOB MOJMJIN3WHA B sT9eiiKe 1 oT mapaMeTpoB K, d n
By. AMPOKCUMUPYST SKCIIEPUMEHTATbHbBIC JaHHBIE
nostydeHHOM dbyHKImeit ¢ = d(c, K, d, B,) Mbl Haxo-
MM 3aBHUCHMMOCTb 3THX IIapaMeTpOB OT HCCJIeaye-
MOM XapaKTePUCTUKH CUCTEMbI — MOHHOM CHUJIBI.

11 BBIYMCIEHUsI OIIMOKKU B MpOIECcCe anIpoK-
CUMallMM BKCIIepUMEHTAJIbHBIX MaHHBIX ObLT MC-
IIOJb30BaH METOJ HaWMEHBIIMX KBaapatoB. J[lis
OLIEHKM JOBEPUTEIILHOIO MHTEPBAJia Mbl UCIIOIb3yeM
METO, IpUMEHSIBIINIiCcS paHee B padote [27]. [Ipen-
MOJIOXKUM, YTO uMeeTcs N,, SKCIIepuMeHTaIbHBIX TO-
yek Buna (c;, 0,), i = 1, ..., N OyHKIIUS O1IMO0K E,
3aBHCsIIas OT MapaMeTPOB MUHUMM3ALWK p;, j = 1,
..., M, onipenensercst mo popmyiie:

NEX
E (o) = D {F () = 0.} (6)
i=l1

OyHKuMsa E MUHUMM3UPYETCS IO MapameTpam p;,
YTO JaeT MCKOMBIe 3HAaYeHMs MapaMeTpPOB MOACIU

p;‘. JoBepUTeabHBINM UHTEpBAJ s ITapaMeTpOB pf
HAXOIWUTCS CIACAYIOIINM O00pa3oM: IS KaXIOro U3
1apaMeTpoB p; (PUKCUPYIOTCS BCE OCTaJbHBIE Mapa-
METPBI, OTBEYAIOIIIe MUHUMYMY (YHKIIMU OIINOKH,

k

U CTPOUTCS 3aBUCUMOCTb (DyHKLIMU omubOku E(p, ,
* *

coes Dj—ts Pjs Pj s> ++-» Py) OT PACCMATPUBAEMOTO Iapa-

METpa B OKPECTHOCTU ONTUMAaIbHBIX 3HAUYCHU pj.c.
JloBepUTeIbHBIM WHTEPBAJIOM IlapamMeTpa SIBIISICTCS
WHTEpBaJl, B KOTOPOM OILIIMOKA U3MEHSIETCsI He Ooiee
yeM Ha 5% OT CBOEro MUHUMAJIBHOTO 3HAYEHUS.

PE3VJIbTATBI PACYHETOB

Hamu mnosayyeHbl 3KCIepMMeHTaJbHbIE JaHHBIE
Mo aAcopOlMU MOJWIN3UHOB DPA3IUYHONA MOJIEKY-
JISPHOI Macchl Ha JIMITOCOMBI, cocTaBiieHHbIe u3 KJI
MPU pa3JIMYHBbIX 3HAYEHUSIX NOHHOW CUJIbI pacTBOpa
(puc. 2). JlaHHble TpUBEACHBI IJIs ITOJIWIM3UHOB,
JIJTMHA KOTOPBIX OLIEHMBAJIACH 10 CPeTHEMY 3HAUEHUIO
MOJIEKYJISDHOM Macchbl MOJMIM3UHOB. DTa Macca
oIpeessijiach BUCKO3UMETPUUECKU COIJIACHO TMac-
MOPTHBIM JAHHBIM TIpenaparoB, TadJaulla KOTOPBIX
Ne 3
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100 —@—n=5-10mMM
—@— n=5—-40 MMM
—@— n=5—-100 MM
—v—n=12—10MM
—w—n=12-100 MM
sl Q-n=130-10mM
-\ n=130—40 MM v
-O-n=1435-10 MM
-O- n=1435-40 MM
= -O-n=1435-100 mM ° .
5 —
=
an)
[}
H
o
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N _50L
—100 |-
| | | | |
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Puc. 2. 3aBucuMocTH n3eTa-MoTeHIIMaa JIUMOCOM, C(hOpMUPOBAHHBIX U3 KAPIUOIUIIMHA, OT KOHLIEHTPALIMY MMOJUIN3UHA C
Pa3IMYHBIM CPETHUM KOJIUYECTBOM MOHOMEPOB B ITOJIMMEPHOM 11eTTh, U3MEPEHHBIC TTPU TPeX 3HAYCHUSIX MOHHOM CUJIBI (Do-
HOBOTIO pacTBopa. JlaHHbIe ObLIM ITOJIyYeHBI U UCIIOJb30BaHbI paHee B padboTte [15].

MpUBEIcHA paHee MpY IyOoJaUKalu OpUTMHATIbHBIX
9KCMEPUMEHTATBbHBIX HaHHbIX B [15, 28]. CpenHss
CTeneHb NoJIMMepU3aluu npemnaparos # = 5, 12, 130
u 1435 ykazaHa Ha pucyHke. U3MepeHUst ObLIU MPo-
BEIEHBI MPU TpeX 3HAYEHUSIX MOHHOM CUJIbI pacTBO-
poB KCI — 1= 10 MM; =40 mM; I = 100 MM.

Kax BugHO 13 puc. 2, 3KcrepuMeHTaTbHbIE TOUKU
IJIs1 IM3WHA CO CPelHeil CTEeNeHbIO MOJIMMEPU3allii
1400 n 130 mpakTUUeCcKX COBITafalOT BHE 3aBUCUMO-
CTH OT MOHHOH cuiibl. B cuity aToro neiecoobpa3Ho
O0BEIMHUTD NOMUIM3UHEBI C 1 = 130 ucn = 1400 B on-
HY TPYIINy, YCJOBHO HAa3bIBAaEMYIO IJIMHHBIMU MOV~
Mepamu. [Tomunmusunel ¢ n = 12 1 ¢ n = 5 OyayT Ha3bI-
BaTbCSl, COOTBETCTBEHHO, IOJIMMEPAMM CPEAHEN TJIMHBI
U KOpoTKMMHU. PaHee Hamu ObLIO ITOKa3aHO, 4TO
KJTFOYEBbIE XapaKTEPUCTUKHU TOIuMepoB — d, By u K —
CYILIECTBEHHO pa3IndaloTCs IS ITOJIMMEPOB pa3ind-
HoW nHBbI [24]. Cnenyst 06003HaYECHUSIM, IPUHSATHIM
B TaHHOM paboTe, XapaKTePUCTUKH, OTHOCIIINECS K
JJIMHHBIM TOJIMMEPaM, MBI OyaeM 0003Ha4YaTh HIK-
HUM UHIEKCOM L, K TIOIMMEpaM CpeIHeil IJTNHbI —
WHIEKCOM M, K KOPOTKUM MOJIMMEPAM — MHIEKCOM
S. B manHo#1 paboTe MBI MCCIeAyeM U3MEHEeHME TaH-
HBIX TTapaMeTPOB IIPU BaApbUPOBAHUM UOHHOI CUJIBI

BUOJIOTUYECKHWE MEMBPAHBI

TOM 38 Ne 3

1. B nanpHeiieM mapaMeTpbl, OTHOCSIIUECS K (hUK-
CUPOBaHHBIM 3HAYEHUSIM UIOHHOI CUJIBI, OyaeM 000-
3HavyaThb BepxHUM nHaekcom: 10, 40 u 100 myist 3Have-
Huit [ = 10, 40 u 100 MM cooTtBeTcTBeHHO. B nepe-
YUCJIEHHBIX PpacTBOpaxX HMOHHAs cujia oIlpenessier
IJIMHY 9KpaHupoBaHus Jlebast, pasHyio 3, 1.9 u 1 HM
COOTBETCTBEHHO. [TOCKONBbKY pasMephl JIMIIOCOM CY-
IIIECTBEHHO MPEBBIIIAIOT Ae0aeBCKYIO JIJIUHY 3Kpa-
HUPOBAHMUSI, Mbl B TAJIbHEMIIIEM HE JIeJlaeM pa3indusi
MEXIy 3HAYEHUSIMU 3€Ta U TOBEPXHOCTHOTO MOTEH-
1IMAJIOB, KaK 3TO OKa3bIBAE€TCSI HEOOXOAUMBIM B paM-
Kax MOJIEJIU 3JIEKTPUUECKOTo NBOWHOro cjios I'yn—
YenmeHna—IllITepHa BoO MHOTUX OpYyTUX ciiydasix [25].

TeopeTuueckass Moaesib, UCIIOJIb3yeMasl JJIST ar-
MPOKCUMAIIMU ITaHHBIX PUC. 2, TpeajaraeT TpU Ba-
pBUPYEMBIX IapaMeTpa — 0e3pa3MepHYIO TOJIINHY d,
KOHCTAHTY CBsI3bIBaHMU Kn JOJIIO ITIOBEPXHOCTHU, 3a-
HATYIO TOJUMEPOM B HachieHun P, Kaxnpiii us
HUX B O0IIIEM ClTydae MOXKET 3aBUCETh KaK OT MOHHOM
CUJIbI, TaK Y OT pa3Mepa NoJMMepHO MOJIeKyIbl. Ta-
K1M 00pa3oM, UMeeTCsI BOCEMb 3HAYCHUIT TSI KaX-

AOTO M3 HUX! (BO lLOa (BO)AI‘,OS (BO)ILOOs (BO);?[’ (BO ;30,

Bo)ss Bo)s, (By)s? n ananmornunblii Ha6op wist d u K.
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Ta6:mua 1. PaBHOBecHBIe 3HAUCHUS ITapaMeTPOB MUHUMM3AIMI — KOHCTAHTHI cBsi3bBaHIA K (M~') 1 6e3pasmepHoit

TOJILLIMHBI d — 1151 TOJIMMEPOB C Pa3HOM IJIMHOM eI

TMonunuzun
ITapameTp
JUTAHHBIA CpenHUA KOPOTKUI
K,M~! >2 x 103 (1.6—6.3) x 104 (0.4—1.6) x 10*
d 8§+ 1 7.5+ 1.8 1.05 £ 0.03

BBeneHue psiga ynpoIamimnx NpearnooXXeHU i 1Mo3-
BOJISIET CYIIIECTBEHHO COKPATUTh YMCJIO TTapaMeTPOB.
Bo-niepBbIX, HaC MHTEpeCyeT MU3BMEHEHUE TIPU Bapbu-
POBaHUU MOHHOM CUJIbI KOH(OPMAaIIMOHHBIX XapaK-
TEPUCTUK MOJMMEPOB, OMNpeNesseMbIX 3HAUYEHUSIMU
d u B, Torma Kak KOHCTaHTa CBsI3bIBaHUsI K B 06OJIb-
1Ieit CTerneHu BIvsieT Ha KWHEeTUKY aACcOpOLIMU U TIPU
JIOCTUKEHUU PaBHOBECHBIX YCIOBUN OKa3bIBaETCS
MeHee cyllecTBeHHol. Kpome Toro, umerwiiuecs B
JIMTEepaType 3KCIepUMEHTaJIbHbIE JaHHbIE YKa3blBa-
IOT Ha TMOJMHOMMAJIbHBIN XapakTep 3aBUCUMOCTH
KOHCTaHTBhI CBSI3bIBaHUsI OT MOHHOI cunbl [18, 29].
ITo 3TuM MpuYMHaAM MBI CYMTa€M BO3MOXKHBIM B MEp-
BOM TPUOJIMKEHUM MTpeHeOpeUb U3BMEHEHUEM BeJIr-
yrHbI K Tpy Bapualiiyi MOHHOM cuJibl. ClienoBaTesib-
HO, KOJMYECTBO HCKOMbBIX 3HAUYEHUN KOHCTAHTbI
CBSI3bIBAHUSI CBOAMTCSI K TPEM MapameTpam sl To-
JMMepoB pasHoro pasmepa: K;, Ky, n Kg. Hanee co-
[JIaCHO pesyjibTataM padoThl [23] opTOroHasbHbIi
KOMITOHEHT paauyca TMpaluu, oTpaxKalolluii cpeli-
Hee yIaJIeHUe MOJIEKYJIbI [IOJIMMEpPa OT IOBEPXHOCTH,
MPaKTUYECKU HE MEHSIETCS TTPU U3MEHEHUU UOHHOM
cwibl. B 3T0 ke BpeMsi JaTepalibHblii KOMIIOHEHT pa-
IMyca TUpalMd, OTMCHIBAIOIIUN TPOEKIMOHHYIO
IUIOIIAAb MOJIEKYJIbI, MEHSIETCSl 3HAUUTEbHO CUJIb-
Hee. DTO TMO3BOJISIET Mpeanoaarath He3aBUCUMOCTh
OT MOHHOM CHWJIBI TOJIIUHBI d TTonuMepa. Takum 06-
pa3oM, Mbl COKpalllaéM YHMCJIO HE3aBUCUMBIX Mapa-
METPOB A0 TPeX 3HAUEHU I TOJIIMHBI aIcCOPOUPOBaH-
Horo cnost d;, dy ds.

B utore mb1 umeeMm 14 mmapamMeTpoB, MCHOJIb3Yye-
MBIX [JI allpOKCUMalMU 3KCIIEPUMEHTaTIbHBIX
JIAaHHBIX: TOJIWUHBI d;, dy, 1 dg; KOHCTAHTBI CBSI3bIBA-
Hud K, Ky v Kg; 1011 TOBEPXHOCTH, 3aHATHIE IOV~

10 40 100 10
mepoM B HacwimeHun (Bo),, Bo)r > Bo)r » Bo)us

B s Bo)ss Bo)s s (Bo)s’ . Kpome Toro, KommuecTso
W YCJIOBHAsI KOHIICHTPALMST JINITNIOB, (hOPMUPYIOIIIX
SKCMOHUPOBAHHYIO B paCTBOP MOBEPXHOCTh JIMTIOCOM,
MPUHUMAETCA TAKXe HEM3BECTHBIM rapameTpoM Cj,.
DTa KOHIIEHTPAIIUS MOXET OTJIMIATHCS OT ITOJTHOTO KO-
JIMYECTBA JIUIUIA B cycrieH3uu (1 Mr/Mir), MOCKOIbKY
HEKOTOpas 9acThb JIMITHIA MOXET yJ4acTBOBaTb B 00-
pa3oBaHNU HEOMCIIOMHBIX CTPYKTYP, JTMOO OCTABATHCS
HEIOCTYITHOI TMpU aacopOluu MoJMMepa Ha BHEI-
Hell TTOBEpXHOCTU MYJIBTUCIOMHBIX IMTTOCOM. B 11po-
Iecce MUHAMU3AIIMKA MBI HaKJIaabIBaeM Ha rapaMeT-
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pBI allIIPOKCUMAILUU OIIpelIeICHHBIC OTpaHNYCHUS,
00YCJIOBJIEHHbIE OOIIE(U3NIESCKUMU COOOPaKEHUSI-
Mu. Tak, MBI TIOJIaraeM, 4TO TOJIIMHA aaCcoOpOLIMOH-
HOTO CJIOSI TIPEBBIIIACT BEJIMUNHY /1, BHE 3aBUCHMOCTH
OT MOHHOM CUJIBI / ¥ CTETIEHU TTOJIMMEPU3ALIN 1. DTO
0O3HAYaeT, YTO BeJIMUMHA d Bceraa GoJblle eqUHULIEL.
YuuTeiBasl IpUBEACHHBIE BBIIIIEC YCIIOBHUSI, MBI IIPOBE-
JIM aIlpOKCUMALIIO 3KCIIEPUMEHTATbHBIX JaHHBIX,
MpeICTaBJICHHBIX Ha puc. 2. Pe3yabTaThl almmpoKcu-
MallMy TMOKa3aHbl Ha pUC. 3 ISl 3HAYEHU TTOBEpX-
HOCTHOro (l13eTa) MoTeHldajla, U3MEPEHHOTO IIpU
BapbMPOBAHMM KOHIEHTPALUHN ITOJUIN3MHOB MaJIO-
ro, CPEIHETO U OOJIBIIIOTO Pa3MEPOB.

ITonyyeHHbIE MapaMeTphl TTIO3BOJISIIOT BHIYMCIUTD
YCIIOBHYIO “eMKOCTh” MeMOpaH C, K MoJMMepy NaH-
HOTO THIIA, T.¢. IPeIeIbHOE OTHOIIICHNE YU CIIa 3apsi-
ITOB TIOJTMMeEpa K YMCITy 3apsiIoB Ha MeMOpaHe, Korma
CIIEAYIONMNIA TIOJIMMEp YXKe He MOXKET aIcopOHupo-
BaThCS. DTOT MapaMeTp BBIUMCISIETCS 10 opmye
C, = Byd. PaBHOBecHbIE 3HAUEHMs JOIM TOBEPXHO-
ctu B, 1 ipousBeneHust Byd B 3aBUCUMOCTH OT JUTUHBI
Hebast A mpeacTaBiaeHbl Ha puc. 4.

JlaHHbBIE TT0 KOHCTAaHTE CBI3bIBaHMS K 11 6e3pa3mMep-
HOI1 TOJIIIUHE d B 3aBUCUMOCTH OT pa3Mepa MoJImMep-
HOW 1IeNM TIpUBEACHBI B Ta0a. 1. PaBHOBeCcHOe 3Haue-
nue napamerpa Gy, paBHo Cy, = 0.16 £ 0.02 Mr/mi1, uTO
YKa3bIBAET HA TO, YTO JUIIBL 16% UCIOIb3yEMOIO JIN-
nuaa ¢GopMHUpPYET MOBEPXHOCTh BE3UKYJI, SKCITOHMU-
POBaHHYIO B OCHOBHOI1 pacTBOD.

OBCYXIEHMHNE

BonbimHcTBO MOmeseid, ONMChIBAIOIIMX 3JIEKTPO-
KMHETUYECKNE SKCIIEPUMEHTHI, OIIEpUPYIOT YCPEeaHEH-
HBIMU XapaKTepUCTUKAMM, TAKMMHU KaK KOJTMYECTBO al-
COpOMPOBAHHOIO BEIECTBA WU CPEIHUIA TIOBEPXHOCT-
Hb1i 3apsa [11, 30]. B psoe ciaydaeB 3To0 TIpUBOIUT K
HMCKaXKEHHBIM pe3yJibTaTaM, OCOOEHHO NpY M3yYeHUU
aacopOLIMM MOJIMKATUOHOB [31] — ucnons30BaHUE MO-
nemu I'yu—YernmeHa NpyUBOIUT K 3aHVDKEHHBIM U3MeE-
HEHMSIM JI3eTa-MOTeHLMaIa Ipy JO00ABJICHUM TTOIMKa-
THOHOB B pacTBoOp. Bo3H1KaeT He0OXOOMMOCTb OIIpe/Ie-
JINTh MUHUMAJIbHBII HA00p (PU3NYECKUX ITapaMeTPOB,
HanOoJiee MOMXOMAIIMI Ul aHalIn3a TAKUX CHCTEM.
Hcxonst uz pe3ynbTaToB, IIOJIYYEHHBIX HAMM paHee Me-
TOIOM aTOMHO-CIJIOBOM MUKPOCKOIIUH [16], MbI mipei-
JIOXKWJIM BMECTO KOJIMYECTBA aicOPOMPOBAHHOIO Bellle-
Ne 3
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a ¢, B
40.10

4 0.05

1 —0.05

4 —0.10

o ¢, B
4 0.10

0.05

—0.05

—0.10

4 0.05

—0.05

—0.10

Puc. 3. 3aBucumocTu noTeHIMaNa ¢ Ha MeMOpaHe OT KOHILIEHTPAIlM MOHOMEPOB JIM3MHA B PACTBOPE ¢ [UISI CITy4aeB ITTMHHOTO
(a), cpenHero (6) U KOpoTKoro (8) moiauMmepoB. KpuBble 1 3KCIepUMEHTaJbHbIE TOYKM, COOTBETCTBYIOIIIE MOHHOM CHIIe
10 MM, BBIAEIEHBI KPACHBIM, MOHHOM cuiie 40 MM — cuHuM, noHHoi cuie 100 MM — ¢1OoIETOBBIM LIBETOM.
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Puc. 4. 3aBUCHMOCTb PABHOBECHOIA I0JIH TOBEPXHOCTH P (a) M eMKOCTH Cp (6) ot muHBI JIebasi B (hOHOBOM pacTBOpPE MJISI ITO-
JIMMEPOB € pa3Hoit IMHOM 1erny. CUHUM 1IBETOM IMOKa3aHbl pe3yJIbTAThI TSl JUIMHHBIX MTOJIMMEPOB; KPACHBIM — IS TIOJIUME-

poB cpem—[eﬁ JJIMHBI; 3€JIEHBIM — [UI1 KOPOTKUX ITOJIMMEPOB.

CTBa BBECTHU JBE HE3aBMCUMbIE XapaKTEPUCTUKU — AOJTIO
MTOBEPXHOCTH [3, 3aHSITYIO TIOJIMMEPOM B HACBIIIIEHU U, U
TOJIIWHY TIOJTMMEPHOIO CJI0s1 A. DT MapaMeTphl MO3-
BOJISTIOT TIPOBECTH O0JIee TTOJTHBINA aHAIN3 3JIEKTPOKH-
HETUYECKUX IKCITIEPUMEHTOB.

B manHOI1 paboTe HaMM ITPOBeIeHA Al POKCHUMALINS
BKCIEePUMEHTABHBIX TaHHBIX, U3BMEPEHHBIX TpU pa3-
JIMYHBIX 3HAYeHUSIX MIOHHOM CHJIBI pacTBopa. IlomydyeH-
HbIE pe3yJIbTaThl TTO3BOJISIIOT CHIEIaTh PSII BaXKHBIX BbI-
BOJIOB O MIOBEIEHNM CUCTEMEL B 3THX YCIIOBUSIX. Bo-Tiep-
BBIX, Mbl BUIIM CYIIIECTBEHHOE pa3/IMiMe B IOBEACHUN
MEeHTaJIM3UHA (CaMblii KOPOTKUIA TTOJIUMEDP) U MOJIU-
MEPOB C OOJIbIIEH CTEIIEHbIO TToJIMMepU3auu (Cpea-
HU 1 ITMHHBIN noauMepsl). Kak cienyet us puc. 4,
CTEIIeHb 3alI0JIHEHUS ITOBEPXHOCTH IIOJIMMEPOM, T.€.
JIOJIsI TOBEPXHOCTH [3, 3aHsITast KOPOTKHMM TTOJIMMEPOM B
HaCBHIIIEHNH, B 2 pa3a IPEeBOCXOAUT aHAJIOTUYHBII 10~
KaszaTeb ISl CPEITHEro U JJIMHHOTO MOJIMMEPOB 1 MaJio
otmyaetcst oT 100%. [pu 5ToM TONIIMHA CJT0ST TIEHTA-
JIM3MHA COBITaJlaéT ¢ MUHUMAJIbHOU TOJIIMHON A,
paBHoOI1 0.5 HM M COOTBETCTBYIOIIEH ITOJTHOCTBIO pac-
MPABJICHHOM MOJMMEPHOM Lienouke. TomammHa xe cos
JUUISI CPEMHUX 1 JJTMHHBIX TTOJIMMEPOB B HECKOJIBKO pa3
TIPEBOCXOMIMT A, 4TO BKYIIE C MaJIbIM 3HaUYeHMEM 3, (110~
psinka 0.3—0.4) roBoput 00 ommMuny KOoH(opMauu
KPYIHBIX TIOJJUMEPOB OT KOHGOpPMAalIUM OJIUTOMe-
poB. B To BpeMs KaK NeHTaIM3WH 3aHMMAaeT IPaKTH-
YeCKM BCIO JIOCTYITHYIO MOBEPXHOCTh OJHOPOIHBIM
cJIoeM, KPYIHEIE ITOJIMMEPBI 00pa3yIoT Ha IOBEPXHO-
CTU MHOTOCJOMHbIe KiacTepbl. Ha 3T0 yKa3biBaeT
CXOJICTBO MOBEICHUSI MEHTaJU3MHA MPU aacopOIumn
CO CJIydaeM MOHO- U IBYXBaJICHTHBIX NOHOB, B OTJIM-

BUOJIOTMYECKME MEMBPAHBI

yye OT KPYMNHLIX nojuMepoB. Haubonee HariassgHo
TakKO€ pa3Iudre IEMOHCTPUPYETCS IIpU aHaIu3e
“eMKocTeli” MeMOpaHBbI 110 Pa3IMYHbIM MOJIUMEpaM,
npeacTaBIeHHBIM Ha puc. 46. BugHo, 410 “eMKOCTh”
0 MEeHTAJU3UHY MaJIO OTJIMYAETCsl OT €NIUHUIIBI, YTO
YKa3bIBAaeT Ha €ro aAcopOIMIO B OAUH CI0i. B To ke
BpeMsI 3HaAUEHUE “€MKOCTU” ISl CPEIHETO U KpYII-
HOTO TTOJIMMEpA COCTaBJISIET OT 2.5 1o 3.5 B 3aBUCHU-
MOCTH OT JJIMHBI TOJTUMEPHOM LIeTI U MIOHHOI CUJTBI.
DTOT (pakT corjiacyeTcsl ¢ SKCIIepUMEHTaJIbHbIM Ha-
O0aeHUEM 3a Tiepe3apsiiKoil MOBEPXHOCTU JIUIIO-
coM. IlonyyeHHbIEe HAMM 3HAYEHMSI COOTBETCTBYIOT
SKCIIEpUMEHTAJIbHBIM JAHHBIM, OITyOJIMKOBAHHBLIM B
pa6orte [32] a1 noauBUHWINUPUAWHA. J1sT JJIMHHOTO
rojiMepa rpu uoHHoi cuie I = 10 MM 3HaueHue eM-
KOCTHU cocTaBisieT okono C, = 2. Takum oOpa3oM, Tipu
KOJIMYECTBEHHOM aHaJIM3¢ aacopOIIMu KOPOTKMX I10-
JIMMEPOB, B TOM 4YHCJIe NpU BapbUPOBAaHUM MOHHOM
CUJIBl pacTBOpa, MOIMYCTUMO HCIIOJb30BaTh MOMAEIb
afcopOIIMM MaJIbIX MOHOB, OCHOBAaHHYIO Ha TEOpPUU
aJIeKTpuYecKoro apoitHoro cios I'ym-Yenmena- I Tep-
Ha [26]. B To e BpeMsI MOXXHO CUMTATH JOKA3aHHBIM,
YTO B CJydae IUIMHHBIX MTOJIMMEPOB HEOOXOIMMO Y4~
ThIBaTh 00Opa30BaHUE KJIACTEPOB ITOJUMEP—JIMIIUI C
GbUBNMYECKNMU XapaKTePUCTUKAMU, 3aBUCSIIMMU OT
JUTMHBI MaKpOMOJIeKyabl. CliemyeT OTMETUTD pa3indue
B KOHCTAHTaX CBS3bIBAHMS B OMMCAHHBIX CITy4asiX, KO-
TOpPOE YKa3bIBaeT Ha MOsIBJIEHIE ITPU3HAKOB HeoOpa-
TUMOM afiCOPOIIMU ITOJTUMEPOB C OOJIBIIIOM CTEIIEHBIO
NOJMMEpPU3aUU 1. DTU 3aKOHOMEPHOCTH HAXOOST-
Cs B COIJIAaCMU C MOJYYEHHBIMU HaMU paHEe Pe3ysib-
taramu [15, 16, 24].
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[IpoBemeHHbII HaMM KOJIWYECTBEHHBIN aHAJIM3
yKa3bIBaeT Ha HEKOTOpOe ITIOHIKEHHE “eMKOCTH”’
MeMOpaHbl C, K CpeHEMY U JUIMHHOMY TOJIMMEpaM
(puc. 46) c pocTOM MOHHOI CUJIBI pacTBopa I, 00y-
CJIOBJICHHOE YMEHbIIIEHUEM JOJM TMOBEPXHOCTH [3,
3aHSTOI B HachllleHUU (puc. 4a). DTO TOBOPUT O IO-
HIDKeHUU 3(PEKTUBHOCTU aACcOPOILIMM KPYITHBIX IO~
JIMKATHOHOB 1 B 1IEJIOM TTOATBEPKAASTCS KaK dKCIle-
PUMEHTATbHBIMU JaHHBIMU [ 15], Tak U pe3yabTataMu
MOJIEKYISIpHO-TUHAMUWYEeCKUX pacuyeToB [23]. Hammu
pacyeThl TOKa3bIBAIOT, YTO B CJTy4Yac OOJIBIINX MOJIMME-
POB IToHIKeHE 3(P(hEeKTUBHOCTU afiCcOPOLIMU SIBIISIETCS
CJICICTBMEM HE TOJBKO M3MEHEHHUS B OKpPYKAIOIIEM
pacTBope aiekTpoymTa (IHEL Jlebast), Ho Takke 00y-
CJIOBJICHO JIOKAJIbHBIMU 3aTPyIHEHUSIMU IIPU CBSI3bIBA-
HUM MOJIEKYJI ITOJIMMEpPa ¢ ITOBEPXHOCTBIO. Takoii Xke
BBIBOZ, OBIIT chopMympoBaH B padorte [23] B KOH-
TEKCTe M3MEHEHMUsT KOH(OpMalluu aacopOonpyro-
LIeHCcs MOJIEKYJIbl. ABTOPBI C TIPUMEHEHUEM METOIIOB
MoJieKynsipHoi nuHamMuku (MonTte Kapno) nokazanu,
YTO, HAYMHAsI ¢ HEKOTOPOro 3HAYEHUS MIOHHOM CUIIBI,
BJIEKTPOCTATUYECKUE B3aMMOACUCTBUS MEXAY MOJie-
KyJIaMU II0JIMMEPa U IIOBEPXHOCTHBIMMU 3apsiiaMu 3a-
METHO 3KPaHMUPYIOTCSI MOHAMM pacTBOpa, B pe3yiib-
TaTe 4ero KOH(popMalrMoHHas IepecTpoiiKa, COIpo-
BOXKIAIOIIAsl CBI3bIBAaHHE MOJIEKYJI C TIOBEPXHOCTHIO,
CTaHOBUTCS DHEePreTUYEeCKN HeBBITrogHOM. Takas 3a-
KOHOMEPHOCTb CTAaHOBUTCS OoJiee BBIPAXKEHHOI C
YBEJIMYEHMEM CTeIICHU MOJIUMEpPU3aLIIN A, T.€. C YBe-
JIMYeHUEM JIMHBI ToJIMMepHoM Henu. ITonyyeHHbIe
HaMM pe3yabTaThl MOJHOCTHIO COINIACYIOTCSI C 9TUM
BBIBOZIOM.

PCSIOMI/IPYH BBIIIECKA3aHHOEC, Mbl IPUXOOAUM K
JABYM Ba>XHbIM BbIBOJAM.

1. Kondopmaiyss u pacrnojioxXeHre agcopoOnpo-
BaHHBIX HAa MOBEPXHOCTU MeMOpaH KPYITHBIX MOJIH-
MEpOB 1 OJIMTOMEPOB CYILIECTBEHHO pa3indaroTcs. Tak,
MEHTAJIM3MH 3aHUMMAET IPAKTUYECKM BCIO JTOCTYITHYIO
IOBEPXHOCTh OAHOPOIHBIM TOHKUM CJIOEM, a KPYITHbIE
MOJIMMEPHI 00pa3yloT Ha MOBEPXHOCTU HEOTHOPOIHBIE
JIOKAJIbHBIE CTPYKTYpbl. MOXHO CYMTATh JOKA3aHHbBIM,
YTO B CJIy4dae IJIMHHBIX TTOJTMMEPOB HEOOXOAUMO YUU-
TBIBaTh 00pa30BaHMe KJIACTEPOB MOJIMMEP—IUIINI C
GU3MIECKUMHU XapaKTEPUCTUKAMM, 3aBUCSIIMUA OT
JIJTMHBI MAKPOMOJIEKYJIBL.

2. YBennueHne MOHHOM CUJIBI IIPUBOAUT K TTOHU -
KEHUIO YACJIbHOMN “eMKOCTU” MeMOpaHbl, OCOOEHHO
SIPKO BBIPAXXEHHOMY B CJIy4ae KPYITHBIX ITOJIUMEPOB.
IMToHmxeHne “eMKOCTH” oTpaXkaeT HEOOXOIUMOCTb JI0-
MOJIHUTEILHBIX SHEPreTUYEeCKUX 3aTpaT sl KOH(POp-
MALMOHHO TTePECTPOMKHU OOIBIINX HOTUMEPHBIX MO-
JIEKYJ1 [IPU CBSI3bIBAHUU VX C TIOBEPXHOCTBIO MEMOPAHEL.
Y KOPOTKHUX TTOJIMMEPOB TaKue IMEepPecTpOiiKi BechbMa
HE3HAYUTEIbHBI B CUJIY UX MaJIbIX pa3MepOB, U TIOTOMY
BbI3BaHHBIE UMH 3((DEKTHI CTAHOBSITCS MEHEe 3aMeT-
HBIMM.

BUOJIOTUYECKHWE MEMBPAHBI
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CremyeT OTMETUTD, YTO B HAIIIEM aHAIN3€ MBI UC-
MOJIb30BAJIM Psifl YIPOIIAIOIINX IIPEAIIOJIOXECHUN 1
UTHOPUPOBAIM HEKOTOPHIE BaXKHEIE CBOMCTBA CUCTE-
Mbl. He yuTeHa BO3MOXKHAasi 3aBUCUMOCTb KOHCTAHThI
CBSI3BIBAHUSI M TOJILIMHBI aACOPOLIMOHHOTO CJIOST OT
MOHHOI cuibl. CTerneHb MOHU3aUU TToiumepa f (T.e.
JIOJIST 3apSDKEHHBIX MOHOMEPOB B COCTaBe ITOJIMMEPa)
roJjarajach OJIM3KOM K €AUMHUIIEC M HE 3aBUCSIIECH OT
cocTaBa pacTBopa (MOHHOM cuJiibl). Eciin B pacTBopax
C MOHHOI cuiioii B 10 MM 3TO MOXHO CUMTaTh IOKAa3aH-
HbIM [20], TO MOBBILIIEHUE UOHHOM CUJTBI JOJDKHO MTPU-
BOJIUTb K HEKOTOPOMY U3MEHCHUIO CTENIEHW MOHU3a-
LM TIOJIMMEPa, OIPEIEISIONIET0 MPUBHOCUMbBII UM
3apsiI Ha TIOBEPXHOCTh. 3aMETUM TaKXKe, YTO BCE MC-
M0JIb30BAaHHBIC 3I€Ch AKCIIEpUMEHTaIbHbIE JaHHbIS
ObLIM MOJydeHbl HA YHUCTOM KapAWOJUMUHE. DTO
OOCTOSITENILCTBO HE IMO3BOJSIET OLIEHUTH 3(PhEKT
KJIaCTepU3alluM 3apsi>KeHHOTO JIMTTKIa B MeMOpaHax
CMEIIIAaHHOTIO COCTaBa MO aJICOPOUPYIOIIMMCS MO~
JIMMEpPOM, OMMCaHHBIN B padboTe [9], a TakKe BEpOsIT-
HOe M3MEHEHHE KOH(opMauuu ancopOrpyIOIInXCs
MMOJIUMEPHBIX MOJIEKYJI TP YMEHBIICHUN JOJIU OT-
pMLaTeIbHO 3apsiKEHHOW KOMITIOHEHTBHI B COCTaBe
MeMOpaHnbl. [Tpy aHaM3e 3KCIIepUMEHTATbHBIX JaH-
HBIX MbI CUMTAJIA, UTO 3HAYCHMSI TIOBEPXHOCTHOTO U
J13eTa-TIOTEHIIMAJI0B IIPaKTUYeCKU coBmagamoT. [Tpu
BBICOKMX MOHHBIX CHJIaX 3TO YCIIOBUE MOXET HEe BbI-
MOJIHATHCS. bosee Toro, mpu JajibHENIIeM pa3BUTUN
MOJIETIN MBI TUIAHUPYEM OLIEHUTH BO3MOXKHOE CMelle-
HUE TUIOCKOCTH CKOJIBKEHUS TT0 MEpe 3artoTHEHUSI T10-
BEPXHOCTH TTOJIMMEPHBIMU MOJIEKYJIAMU U TO BIIUSTHUE,
KOTOPOE OHO OKa3bIBaeT Ha BEJIMYMHY PAaBHOBECHBIX Ia-
PaMeTPOB ITPY NU3MEHEHNH NOHHO CUJIBI.

Ha wHTepmperaninio sKcHepUMEHTATBHBIX JaH-
HBIX MOXET TaKKe OKa3bIBAaTh BIUSTHUE (DIOKYJISLIVS
JIUTIOCOM TIOJ, IeMCTBUEM aJICOPOUPYIOLINXCS TTOJIH-
KaTUOHOB, T.¢. (OPMUPOBAHUE TMOJIUKOMILIEKCOB
MMOJIMKATUOHOB U JIUTIOCOM, MPUBOsIIee K 00pa3o-
BaHUIO COOTBETCTBYIOIINX arperaToB pa3JInuHON Be-
JmauHBl 1 popmbl. OpHako 3¢deKT QIOKyISIINNT
MOXET OBITh 3aMETHBIM TOJIBKO B 00JIACTH MAJIBIX ITO-
BEPXHOCTHBIX TTOTCHIIMAIOB, KOT/Ia 3apsi1 MOBEPXHO-
CTHU TaKxXe MaJl (cM., Harmpumep, oo3opsl [33, 34]).
DTOo MOXHO HaOMIOHaTh IO 3aBUCUMOCTU pa3Mepa
YaCTUI] OT KOHLIEHTPALMU MOJIMMepPa, ONMUCAHHOI B
pa6ote [35]. U3 mpuBeneHHBIX B JaHHOIT paboTe pe-
3yJILTATOB MOXKHO 3aKJIIOYUTh, 4TO (hJIOKYJISLIMS, BO-
MepBbIX, 0OpaTUMa, a BO-BTOPBIX, CYIIIECTBEHHA TOJIHKO
BOJIM3M TOYKHU HYJIEBOTO 3apsiia. B HalMx skcrnepu-
MEHTaX MOJ0OHBIE TTOTEHLIMAIbI B OCHOBHOM HabJII01a-
IOTCS TOJIBKO B CJTydyae TIeHTaIM3MHA, T00aBJISHHOTO B
MaKCHMaJIbHOI KOHLIeHTpaluu. [ToCKOIbKY armpok-
CUMAIIUS TAaHHBIX ITPOBOIUTCSI COBMECTHO TI0 BCEM Ha-
6opaM JaHHBIX, MbI CYUTAEM, YTO BHOCUMASI B pe3yJTbTa-
Te HeyyTeHHOro 3ddekra (IIOKYISIUU OIMOKa He
JIOJIKHA OKa3bIBaTh CYIIECTBEHHOTO BIMSIHUS Ha T10-
JIydeHHBIE Pe3yJIbTaThI.
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Be3ycioBHO, OCHOBHBIE BBIBOIBI, CAEJIAHHBIE TTPU
TEOPETUYECKOM aHAIN3e BJICKTPOKMHETUUECKUX KPH-
BBIX, CJICIyeT COMTOCTABUTD HE TOJIHKO C TAHHBIMU MOJIC-
KYJISIPHO-IMHAMWYECKUX CUMYJISILIMI JIATIMI-TICTITUAL -
HBIX CUCTEM, HO MOATBEPAUTHb UX CTPYKTYPHBIMU
MeTodaMu, HalipuMmep, ¢ IIpUMeHEeHUEeM MaJIOyTJo-
BOTO PEHTTeHOBCKOIo paccessHusi. OmnpeneaeHHbIi
ycrex B 3TOM OTHOILIEHUN OKazajics BO3MOXKEH B I10-
CJIeMHUE TOAbI C TIPUMEHEHNEM BhICOKOD(M(PEKTUBHBIX
HWCTOYHUKOB CUHXPOTPOHHOTrO M3nydeHus [36]. Cyie-
CTBEHHOE Pa3BUTHUE U MPOBEPKY KOPPEKTHOCTU UC-
MMOJIb30BAHHOTO HAMU TEOPETUYECKOTO MOIXO0Ia MBI
OXXUJIaeM, B IIEPBYIO oUepedb, IPU aHAIU3E JIEKTPO-
KWMHETUYECKUX TaHHBIX, ITOJYYeHHBIX B CYCIICH3UU
JIMTIOCOM BapbUPYEeMOI'0 COCTaBa.

Pa6ora BBITTOTHEHA TIpH TToAAep>kKe MuHHUCTEP-
CTBa HayKu M BBICIIEeTO oOpa3oBaHusl Poccuiickoit
Ddenepanun (tema NeAAAA-A19-119010990119-9), a
takke npoekta PODPU Ne 19-04-00242-a.
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A theoretical analysis of the effect of the ionic strength of a solution on the surface (zeta) potential of lipo-
somes formed by an anionic phospholipid (cardiolipin) with adsorbed polycations has been carried out. Ex-
perimental data were previously obtained by the electrokinetic method in the presence of polylysine mole-
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cules of different molecular weights and a supporting electrolyte KCI at concentrations of 10, 40, and
100 mM. To approximate the experimental dependencies of the potential on the amount of polylysine in the
suspension, we used a theoretical model with parameters, among which the most physically significant are
the thickness of the polymer layer, the adsorption constant, and the fraction of the surface of lipid membranes
occupied by the polypeptide at the saturation. The obtained values of the model parameters demonstrate the
effect of the length of the polypeptide molecules on the structure of the polymer layer varying from homoge-
neous to clustered distribution over the surface. A noticeable decrease in the efficiency of adsorption with an
increase in the ionic strength of the solution is explained by the conformational rearrangements of the mac-
romolecules on the surface and a decrease in the area of the surface available for their adsorption upon the
saturation.

Keywords: lipid membranes, cardiolipin, polylysine, adsorption, electrophoretic mobility
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MunykunoHHbie uaMeHeHus1 iryopecueHuu (D) xstopoduilia B paCTEHUSIX CBSI3aHbBI C (DOTOCUHTETUYE -
CKHMM TEePEeHOCOM dJIEKTPOHOB, TeHepalueil rpaireHTa MpOTOHOB U 00pa30BaHUEM YIJIEBOIOB B LIMKJIE
duxcanuu CO,. Peakuuu ¢hOTOCHHTE3a COMPOBOXKIAIOTCSI TAKXKE BhIBEAEHUEM (POTOMPOLYKTOB U3 OCBE-
IIIEHHBIX XJIOPOILIACTOB M MX MEPEHOCOM Ha JajibH1e paccTosiHUsI. OOMeH MeTa0oIUTOB Yepe3 000JI0UKY
XJIOPOTLJIACTOB OCYIIECTBIISTIOT MMEPEeHOCYMKU, KOTOPbIe aKTUBHBI HA CBETY U TePSIIOT aKTUBHOCTDH B TEMHO-
Te. MHaKTHUBALIMSI CBETO3aBUCUMBIX TPAHCIIOPTEPOB 000JOUKU MPEPhIBAET NaTbHIO0 Nepenavy CUTHaIOB B
KJIETKAX XapoBOii BOIOPOCIIH, BBISIBJISIEMYIO TT0 3MeHeHUsIM DI B OTBET Ha OCBEIlEHUE YIaJIECHHOTO yJ9acTKa
kietku. [TokazaHo, YTO TEMHOBASI afanTalys HapyliaeT MOCTyIUIEHUe MeTabOoJIMTOB U3 ITOTOKA LIUTOTIA3Mbl B
3aTeHEeHHbBIC XJIOPOILIACTHI, HO OKa3bIBaeT CPABHUTEIBHO C1ab0€e BIMSTHUE Ha 9KCITOPT META0OJUTOB U3 OCBe-
IIEHHBIX TUIACTU/. YCTaHOBJIEHO, YTO MHAYKIIMOHHbIE KpuBble (D1 CyllleCTBEHHO pa3inyaroTcsl TPy OCBellle-
HUU WK 3aTeMHEHUM MperapaTa 3a npeaesiaMu (hoToMeTpUpyeMoit 061acT. AMIUIUTYAA MEIJIEHHBIX 13-
MeHeHui O Mpu HUBKOMHTEHCMBHOM OCBEIIEHUHU Bcero Mexxnoy3iusi Chara 6blia 3HAYUMTENBHO OOJIbIIIE,
YeM TTpU Y3KOTIOJIbHOM OCBEIeHNU 30HbI n3MepeHust 1. Pe3ynbTaThl TOBOPSIT O TOM, YTO MeIJICHHOE Ha-
pactanve My B UHAYKIIMOHHBIH MEPUOJ B KJIETKaX XapOBBIX BOIOPOCIIEit onpenesisieTcs He TOJbKO (hoTo-
CHHTETUYECKOI aKTUBHOCTBIO MCCIIEAYEMOTO YyYacTKa, HO M B3aMMOACHCTBUAMU MEXIY aHATM3UPYeMOid
00JIaCThIO M COCETHUMM YacTSIMU KJIeTKU. [Tpu ocTaHOBKE NBUKEHUS LIMTOTUIA3MBI O], IEUCTBUEM LIUTO-
xajla3uHa D JiokajbHOe 1 00llee OCBellleHNe BhI3BIBAJIM TTPUMEPHO paBHBIE MHIYKIIMOHHBIE U3MEHEHUS
@1, YTO TOBOPUT O Pa30OILIEHNU JATBHUX B3aUMOAEUCTBUI. Pe3yabTaThl TOKa3bIBAIOT, YTO MOTOK KUJIKO-
CTH HE TOJIbKO MEePEeHOCUT METaOOJUTHI OT OCBEIIEHHBIX K 3aTeHEHHBIM YacTsAM KJIETKH, HO M obJierdaet
9KCHOPT (hOTOMETA0OIUTOB U3 XJIOPOILIACTOB B LIUTOILIA3MY.

Kmouesnie cioBa: Characeae, doyopecueHUus xjiopoduiuia, TeYeHUME LUTOILIA3MbI, LUTOXalasuH D,

TPaHCITOPTEPHI 00OJIOUYKU XJIIOPOILIIACTOB, TAIBHUI TPAHCITOPT

DOI: 10.31857/S0233475521030038

BBEJEHUWE

HMHunykivoHnHble KpuBblie (uyopecueHuu (Do)
xnopoduiia (Xi1) y GOTOCMHTE3UPYIONINX 00bEKTOB
(O-J-1-P-S-M-T nepexomnl) OOBIMHO pacCMaTpUBAIOT
B CBSI3U C TEPEHOCOM 3JIEKTPOHOB, 00pa3zoBaHUEM
SIIEKTPOXUMUUECKOTO TPaIreHTa IIPOTOHOB Ha THUJIa-
KOMIHBIX MeMOpaHax M aKTMBHOCTBIO ITUKJIA (pUKCa-
uuu CO, [1, 2]. Kpome Toro, ¢hboToCMHTE3 BKIIIOUYAET
TepeHoC CyOCTpaToB 1 METabOIUTOB Yepe3 MeMOpaHbI
000JI0YKH XJIOPOILIACTOB, 4 TAKXKE NaJTbHUI TPAHCTIOPT
aCCUMUJISITOB, OMHAKO CBEACHUSI O BIUSIHUM 3TUX MPO-

Cokpamenns: JICU — jnokanbHbIM CBETOBOM uMITyJibe, JIDO —
JiokajbHOe (hoHoBoe ocBelieHrue, OM® — o0bacTh U3MepeHUs
dayopecuenuuu, ODO — obiiee poHOBoe ocselieHue, T —
TeMHoOBas 3kcno3uuust, O — diyopecueHumst, Xa — XJIOpPO-
bt
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neccoB Ha O X1 equHMYHBI [3—5]. B mucTthax pacre-
HUIT OBICTPBIE CTAIWMU WHAYKIIUOHHOI KpuBoit dn
(O-J-1-P-S) MaytouyBCTBUTENBHBI K TPAHCMEMOpPaHHO-
My OOMeHY MeTabOJIMTOB M UX JlaTepaJibHOMY Mepe-
MEIIEHHIO, TIOCKOJIbKY 000JI0UKa IJIACTUI U MEXKIIe-
TOYHbIE Oapbepbl 3aTPYAHSIOT 3TU Mpoliecchl. BMecTe
¢ TeM 0OOMEH MeTabOJIMTOB 1 UX AAJIbHUI MepeHOC MO-
I'YT CKa3bIBaThCsl Ha TapaMmeTpax @i npu IIUTeTbHOM
ocselleHnU (S-M-T niepexonbl). DTH nepexoabl pa3BU-
BalOTCSl B TeUeHHWE MUHYT TIOCJIe Havajaa OCBElleHUs 1
PEryJIUPYIOTCSI KaK PENOKC COCTOSIHMEM XWHOHHOTO
akuernropa Q,, TaK 1 rpoiieccaMu HehOTOXUMUIECKO-
IO TYIIEHUS, KOTOPbIE BKIIIOUAIOT U3MEHEHUS OaaHca
DHEPTUM BO30OYKIECHUS, MOTJolIaeMoit (poTocucTe-
mamu I u II [2]. B ocHoBe S-M-T mepexonoB y BBIC-
X pacTeHW, BOJOPOCIEH 1 IIMaHOOAKTEPHIA, T10-
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BUIVMOMY, JICXKAT pa3HbIC ITPOLECCHI, KOTOPbIC OCTAa-
I0TCSA HEAJOCTATOYHO OXapaKTCPM30BaHHbIMMU.

Crangus Bo3pacTaHus ¢JiiyopecueHIu S-M y 1m-
aHoOakTepuii U Bomopociueit Chlamydomonas B VH-
TepBaJie OT HeCKOJIbKIX ceKyH1 mo 100 ¢ oOyciaoBieHa
nepexogamMu GOTOCUHTETUUECKOIO arrapara u3 co-
CTOSIHUS 2 B COCTOSTHUE 1, TIpU KOTOPOM MpenMyIie-
CTBEHHOE BO30yxXneHue (orocrcteMbl | cMeHsIeTCs
npeobaamgaIuM Bo30yxkaeHueM @otocuctemsbl 11
(ocnabaenue tymeHus qI), a mociemyioniee CHIKE-
Hue M-T B nmana3zone no 1000 ¢ orpaxkaeT ycuieHue
HedOoTOXUMMYECKOTro TymieHus [6—8]. B 3eneHbIX
pacteHusx repexonbl S-M-T B 3HaUMTEILHOM CTelIe-
HU OIIPEIEIIIIOTCS U3MEHEHUSIMUA (POTOXUMUYECKOTO
TymeHus [2].

OcoOBlif MHTEpeC B IUIaHE M3YYCHHUSI IPHPOOBI
MEJICHHBIX CTaAuii MHAYKIMOHHBIX KpUBBIX P
MPENCTABIISIIOT U30IUPOBAHHBIE TUTAHTCKUE (pa3zMe-
poMm 5—10 cMm) MeXO0y3/IMs XapOBBIX BOOOPOCIIEH, B
KOTOPBIX OTCYTCTBYIOT MEXKJIETOUHBbIE Oapbephl, a
JagbHUEe KOMMYHUKALIMU OOJIerdeHbl Giiarogapst WH-
TEHCHUBHOMY (co ckopocThio 1o 100 MM ¢~!) Kpyrosomy
TEYEHUIO IIUTOIUIa3Mbl. AKTUBHOCTh XJIOPOITJIACTOB Yy
3TUX BOAOPOCJEH TPU HEpaBHOMEPHOM CTyIeHYa-
TOM OCBEIIIEHUU MOXET 3aBHUCETh OT TAKUX MPOLIeC-
COB, KaK 3KCITOPT (DOTOIPOAYKTOB B LIMTOILJIA3MY, UX
ynajJieHue U3 TpUjeralomux K opraHesiaM CJIOeB U
U3BJeYeHrEe MeTabOoJIMTOB U3 LIMTOILIa3Mbl B CTPOMY
MOCJIe UX JOCTABKU OT COCETHMX YacTeil KIETKHU.

O HamMYMM OaTbHUX B3aUMOIEHCTBUII U JIaTe-
pajibHOrO nepeHoca (GOoToMeTaboIUTOB MEXIAY XJIO-
poIuTacTaMM MOXHO CYIUTh I10 (pIyopecLieHIMK XJI Ha
OrpaHMYECHHBIX yJ4acTKaX Iperapara IIpy BapbUpOBa-
HMU CBETOBBIX YCJIOBUIA 3a TIpeneiaMUi aHAJTU3UPYEeMO
rtoiaau. Hampumep, kBaHToBast 3(heKTUBHOCTD (po-
TocucteMnl Il Ha MUKpoydacTKax Mexnoysmuss Chara
ObljIa CYILIECTBEHHO BBIIIIE TP JIOKATbHOM OCBEIlIe-
HUY aHAJIM3UPYEMOil 30HbI, YeM IIpU OOILEM OCBe-
IIEHUH BCEil KJIETKHA CBETOM TOM K€ MHTEHCUBHOCTH
U TOT'O Xe CIIeKTpaJibHoro coctana [9, 10]. Ilpu aToMm
BeJiMuMHa Hedortoxumuueckoro tymeHuss (NPQ)
ObLIa HMKE MPH OCBEIIEHUN O0BEeKTa Y3KMM CBETO-
BBIM JIYYOM, YeM MPU LIMPOKOMOIbHOM OCBEIIICHUH.
DT pas3uuns OObSICHSIIN OOJBIIC JOCTYITHOCTBIO
cyoctpata (CO,) mpu OTCYTCTBUM CYIIECTBEHHOM
KOHKYPEHIIMY MEXIY XJIOPOIUIacTaMU B Y3KOM 30HE
OCBCIIICHUSI 1 OOJITYCHHBIM YIAJCHHEM IIPOAYKTOB
MeTabdoau3ma. JlaapHuii mepeHOC META0OIUTOB B MEX-
noy3mmstx Chara 1eXXUT B OCHOBE M3MeHEHU (pakThIe-

CKOTO U MakcuMaibHOro Bbixona di (F' u F,,, coot-
BETCTBEHHO) IIPU OCBEIIICHNY YYaCTKOB KJIETKH, pac-
MOJIOKEHHBIX BIaIM (Ha pacCTOSHUSAX 10 6—10 MM)
oT 30HbI u3MepeHus [ 11—13]. ITpu oTCyTCTBUM Aab-
HUX B3anMoacicTBuii mapamerpsl @i X1 Ha U3Mepsi-
€MOM YyYacTKe HE€ 3aBHUCST OT YCJIOBMI OCBEIICHUS
OKpyKaroiux obaacteii [5, 14]. CpaBHeHMEe UHIYK-
UOHHBIX KpUBBIX PJ1 XJ1 IpU JIOKAJIBHOM 1 00IIEM
OCBEIICHUHU IIPEACTABIISIET €111e OJIMH CIIOCO0 OLIEHKU
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pOJIN JAJIbHETO TPaHCIIOPTa B PETYISIIUN (POTOCHH-
Te3a [15].

YuyacThe TOTOKa LIMTOIUIa3Mbl B JAaIbHUX B3aUMO-
JIEVICTBUSIX MOXHO BBISIBUTD C TIOMOIIBIO MHTUOMTOPOB
aKTMHA, KOTOPbIE 3aMEIJISIIOT U IIOJTHOCTBIO OCTaHAB-
JINBAIOT TEYEHUE LIMTOIUIa3Mbl Oe3 HapylIeHUsI MeXa-
Hu3Ma dortocuHTe3a [16]. B xietkax Characeae TsoKu
aKTUHA TPUKPEIUIEHbBI K BHYTPEHHEH ITOBEPXHOCTU
OJMHOYHOTO CJIOST HEMOABIDKHBIX XJIOPOIUIACTOB, pac-
MOJIOXXEHHBIX B Nepu(epUIeCKOM CJI0€ IIMTOIUIa3Mbl
[17]. Ha rpanuiie mMexXny XJIoporjiacTaMd W 3HOO-
T1a3MO# CKOPOCTh T€YSHMS JOCTUTAET HAMOOIbIINX
3HauyeHuit [18]. TecHBII KOHTAaKT XJIOPOIUIACTOB C
HamnOoJjiee OBICTPBIMU CTPYSIMU IIOTOKA 00ecIIearBa-
€T pacipoCTpaHEeHUE BEIECTB U3 OCBEIIEHHbBIX 00J1a-
CTell B 3aTeHEHHBIE YYAaCTKU B YCJIIOBUSIX HEpaBHO-
MEPHOro ocBellleHus. JIpyruM, He MeHee BaKHBIM
¢dakTOpoM SBISIETCSI OBICTPBI OOMEH METabOIUTOB
MEXIy CTPOMON IUIacTUA M uuToIuia3moii. Takoit
TpaHCMeMOpaHHBIIA OOMEH OCYIIECTBIISIOT CBETO3a-
BUCHUMBbIE TPAHCJIOKATOPHI 000JOYKHU, IIABHBIMU U3
KOTOPBIX SIBJISIIOTCS “MaylaTHBIN KJ1aIllaH” 1 IIepeHOC-
yuk Tpuo3odocdaroB [19—21]. Ob6a mepeHOCUYMKA
OTBeyvaloT 3a BeiBeneHUe 1306ITKa NADPH u3 cTpo-
MbI, TIOCKOJIbKY TTpU JIMHEITHOM IMOTOKE 3JIEKTPOHOB
obpazoBanne NADPH npeBbImaer moTpeOHOCTH, TN~
MuTupyemble cuHTe3oM ATP. DTy TpaHcimokaTopbl
aKTUBHBI HAa CBETY U ITOCTENIEHHO (32 BpeMsI OT ASCST-
KOB CEKYHII 10 HECKOJIbKMX MMHYT) T€PSIIOT aKTUB-
HOCTb TI0cJIe epexoaa K TeMHoTe [22, 23]. Ucnoib-
3ysl pasjiMyHble BapMaHTbl MHKYOAallMM OObEKTa Ha
CBETY ¥ B TEMHOTE, MOXKHO OLICHUTH POJIb CBETO3aBH1 -
CUMBIX TPAHCITOPTEPOB 000JIOUKM B JAJIbHEN TIepeaa-
ye MeTab0IMYeCKOro CUrHaIa.

JuctaHiiMoHHAas nepeaaya BOCCTAaHOBJIEHHbBIX CO-
ennHeHuii (NAD(P)H, tpuosodocdarsr) BKIoyaeT
CTaJ1IO UX KCIOPTAa B 30HE 00pa3oBaHMsl, JaTepasib-
HbIi TTIEpeHOC BIOJIb HETTOJABMXKHOTO CJIOSI XJIOpOTLjia-
CTOB, TMOCTYIUIEHWE META00JIMTOB U3 LIUTOILJIa3Mbl B
CTPOMY 3aTE€HEHHBIX TUIACTU/I U TTOCIeyIONIe O1o-
XUMUUYECKHE U PU3NKO-XUMUYECKUE PeaKIIuu, Mpr-
BOJISIIIIME K BOCCTAHOBJIEHUIO TJIACTOXMHOHA U BO3-
pactanuio payopecueHunu Xi [24, 25]. B atoii nenu
COOBITUI TPaHCIOKATOPbI OOOJIOUKMU OCYILECTBIISIIOT
KakK 9KCIOPT MeTa0OJMTOB B LIMTOILUIa3My (Ha Ha-
YyaJIbHOM 3Tarle), Tak U UX MepeHoC B 00OpaTHOM Ha-
MpaBJieHUM (Ha KOHEYHBIX yyacTKax). B HacTosiee
BpeM$l OTCYTCTBYIOT CBEIEHUS O TOM, COBNAAIOT UJIU
pa3aIUyYaloTCs CTaIuU BKCIIOpPTa U UMIIOPTa MeTabo-
JIMTOB O YyBCTBUTEJILHOCTH K AeHCTBUIO cBeTa. J1is
OTBETa Ha 3TOT BOMPOC BaXXHO MWCIIOJb30BaTh JIO-
KaJIbHOE TIOABEACHME JIyYeli K HAa4aJIbHOMY U TEPMU-
HaJIbHOMY YYacTKy LIeNy Mepeaayy CUrHasia.

B manHoIi paboTe moka3aHo, YTO MHIAYKIIMOHHBIE
KpuBble DJ1 B KJIETKaX XapOBBIX BOIOPOCIIEeil BKITIO-
YaloT MeJIEHHbIC (B MUHYTHOM JIMalla30He) CTaauMu,
KOTOpPBIE YYBCTBUTEIBHBLI K TPAaHCIIOPTY (POTOMETA-
0OJIMTOB Uepe3 MeMOpaHbl 000JTOUKN XJIOPOILIACTOB
Ne 3
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JICH

OnNTOBOJIOKHO

O6aacte JIDO

S

3oHa
doToMeTpun

Puc. 1. Cxema npujioxeHust JIOKaIbHOTO cBeToBoro umiysbsca (JICH) oTHOCUTETbHO 30HBI JIOKATLHOTO (hOHOBOTO OCBelle-
Hust (JIDO) u obnactu usmepeHus (ayopecueHnn. JIyd OT ONTOBOJIOKHA HAMPAaBJIeH B TOPU30HTAIbHOM IUIOCKOCTH, a JI0-
KajibHOe (hOHOBOE OCBellleHUe — BepTUKaibHO. CTpesIKOi IoKa3aHo HalpaBlieHUe TeUeHUs IUTOIIa3Mbl NTApaJIJIEIbHO psigam
HETOABUKHBIX XJIOPOTUIACTOB B IJIOCKOCTU M3MepeHUsl (hIyoOpeClieHLIMU.

M K pacIIpoCTpPaHEHUIO META0OJUTOB C IOTOKOM 1M -
TOIIa3MBbI. ¥ CTAaHOBJIEHO, YTO BBIBeaeHNE (DOTOIIPO-
JYKTOB 13 XJIOPOTLJIACTOB HAYMHAETCSI CPABHUTEJIHLHO
OBICTPO ITOCJIC BKJIIOUEHMSI CBETa, TOrAa KakK JJIST UX
MOCTYIUICHUS U3 IUTOIUIA3MbI B CTPOMY IUIACTUI HE-
obxoaumo muteapHoe (>40 ¢) poHOBOE OCBEIIIEHME.
Pe3ynbTarhl yKa3bpIBalOT HA TO, YTO CTAIUU MEIJICH-
HOTO HapacTaHUs 1 mocienyolero crana (S-M-T me-
pexonbl) B MHAYKIIMOHHOM KpuBoii M1 MHTEpHOIAIb-
HBIX KieToK Chara cOIpPOBOXIAIOTCS W3MEHEHUSIMU
COCTaBa LIMTOIUIA3MBbI B CBSI3M C OOMEHOM MeTa0OIUTOB
yepe3 MeMOpaHbl 000JIOYKHU XJIOPOTIJIACTOB.

MATEPUAJIBI U METOJbI

Kynbrypy Chara australis, monydeHHyI0 U3 J1abo-
patopuu rpodeccopa llse Foissner (Salzburg Univer-
sity), BBIpaIllIUBaIl B CTEKISTHHBIX COCyIaxX MPHU pac-
CesTHHOM KOMHAaTHOM OcCBellleHUU. M301upoBaHHbIe
MEXIOY3JIUs TJIaBHOM ocH (mrameTp ~0.9 MM, mrHa
3—6 cM) 1 60KOBBIX TT00eroB (muameTp 0.6—0.7 MM,
mmmHa 1—1.5 cM) momenaay B UICKYCCTBEHHYIO TIPYI0-
By10 Boxy, conepxaryto 0.1 MM KCl, 1.0 MM. NaCl u
0.1 MM CaCl,. B cpeny no6asnsiniu NaHCO; no pH 7.

OnbITHl TpOBOAWIN TIpu Temnepatype 19—23°C.
CKOpOCTh TeUEHUSI LIUTOIIA3Mbl U3MEPSIIY C TOMO-
1IbI0 CEKYHAOMEpa, HabjoAasi B MMKPOCKON 3a
IBUXXEHUEM OTHeJdbHBIX 4yacTull. Bpemsi mpobGera
¢dukcupoBaHHoro pacctossHust (950 MKM) ornpene-
JISLTU MIOCJIe10BATENbHO JJIS MSATH YaCTULL U HAXOIU -
JIN cpedHee 3HauyeHWe CKOPOCTU ABMXKeHUs. B 3aBu-
CUMOCTH OT TeMIMEPATypbl CKOPOCTh BapbUpOBaJia Ha
pasHBIX KJIEeTKaxX oT 65 10 100 MxM ¢! ipu cranmapr-
HoI owmmoOKe cpenHero <1.5 MM ¢\,

Buixon dayopecuenmm X uamMepsiin Ha MUKPO-
yyacTkax KJjieTok (auametrp ~ 100 MKM) ¢ TOMOIIIBLIO
MHBEPTUPOBAaHHOr0o MHMKpockomna Axiovert-25 CFL
(Zeiss, 'epmaHus) B COYETaHUM CO CIIELIMATA3UPO-
BaHHBIM (iyopuMmeTpoM Microscopy-PAM (Walz,
Effeltrich, I'epmanus). YcTaHOBKa IS M3MEPEHUIA
onmcaHa paHee [15, 25]. CmaObIii MOTYINPOBAHHBIN

BUOJIOTUYECKHUE MEMBPAHBI
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U3MEPUTEIbHBIN CBET OT CUHEro cBeToauona (hJyo-
pumeTpa Microscopy-PAM mpoxommi mo omnTude-
CKOMY ITyTH MUKPOCKOITa 1 Bo30yxkaan D X (F'),
KOTOPYIO PErMCTPUPOBAIN MTPU HU3KOMHTEHCHBHOM
¢oHoBOoM ocBemeHnr. CUTHaJI OT (DOTOYMHOXKUTEIIST
obpabareiBasim B mporpamme WinControl-3 (Walz),
oLM(POBBIBATIM ¢ UHTepBaJioM ~51 Mc aHaoro-ud-
poBbIM TIpeoOpazoBareneM PCI-6024E (National In-
struments, CIIIA) u 3arMchIBajIi Ha KOMITBIOTED.

B Havae onbITOB MHTEpPHOIAIBLHYIO KJIIETKY BBIICP-
XKUBanu Tipu obieM ¢oHoBoM ociellieHnn (ODO).
CBeT OT BEpXHETO0 OCBETUTENISI MUKPOCKOIIA ITPOXOIMII
yepe3 cTeKIaHHbI Gunbtp (C3C-22, A < 580 HM) 1
HEUTPaATbHBINA CTEKJISTHHBIN (DUIBTP, KOTOPBI Ocmad-
JISUT TVIOTHOCTB NOTOKA (POTOHOB 10 ~ 10 MKMOsIb M2 ¢ L,
Hwuzkast mHTeHcuBHOCTE OPO gocraToyHa AjIs oI~
JepXKaHWsI aKTUBHOCTY CBETO3aBUCUMbBIX (DEPMEHTOB
U JaJbHEel mepenadyy CUTHajia, HO MCKIIIoYaeT oopa3o-
BaHME DHEPro3aBUCMMOro He(POTOXMMUUECKOTO TyIIIe-
HUSL

CnocoOGHOCTh KJIETOK K JajlbHel nepegaye MeTado-
JIMYECKOTO CUTHAJIA U ITOCTYIUIeHNE (hDOTOMETa00IMTOB
B XJIOPOILJIACThI-aKIIEIITOPbI OLIEHUBAJIU 10 NU3MEHEHM -
saM F' B obmactu usmepeHust ¢payopectieHuuu (O D)
MOCJIE BO3MEiICTBUSI TOKAIILHOTO CBETOBOTO UMITYJIb-
ca (JICH) Ha yuacTok, orctostinuii or O ® BBepx 110
TeyeHUIo LuToIuia3mMbl Ha 1.5—3 mm (puc. 1). ITocie
JIar-reproaa, OJOCTaTOYHOIO IS OIIOCPEOOBaHHOM
LIMKJIO30M JOCTaBKU MeTaboauToB B OUD, Habmo-
JlaJiv TIepexoaHoe Bo3pacTaHue F'. {1 moaBeaeHUs
JICH ucrionb3oBaiyu KBapleBOe OIITOBOJIOKHO (IMa-
MeTp 400 MKM) M KOHTPOJUPYEMbIA KOMIIbIOTEPOM
CBETOIMOIHBIIT UCTOYHUK OeJIoro cBera (INIOTHOCTh
noroka ¢otoHoB ~500 MkMoab M2 ¢ ).

JlokanbHoe ¢poHoBoe ocBelieHue (JIDO) obnactu
u3MepeHus F' 1 OKpeCTHBIX y4aCTKOB OCYIIECTBIISLIN
C IIOMOIIIbIO THOKOTO MHOTOBOJIOKOHHOTO CBETOBOIA
mmHoM 10 cM ¥ ImaMeTpoM OIITMYECKOTO IMyYKa 2 MM
[15]. OouH KoHel ONTUYEeCKOTO Kabelssl MPOXOAU
yepe3 CBeTO3allUTHBINA 3KpaH; Ha HEeTo ITagajl CBET OT
BEPXHEro OCBETUTEJISI MUKpocKoma. pyroii KoHelr
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KabeJrst ObUT HaTIpaBJICH Ha KJIeTKY cBepxy. ITomoxkenne
TOpLIa ONTUYECKOro Kabeist orHocuresibHO O D B ro-
PU3OHTAILHOI MJIOCKOCTU U 110 BEPTUKATBHOM OCU
PeryJINpOBaid C TIOMOIIBIO MUKPOMAaHUITYJISITOpa TIPU
HaOII0OAEHUYN B MUKPOCKOI. THTEeHCUBHOCTH JIyJei,
MajaloluX Ha HCCIAeAyeMYIo OOJIacTh KIJIETKU IIpU
IByX KoHpurypauusax ocsenienusd, — JIPO u ODPO —
OTJINYAINCh HE3HAUYUTEIBHO, O UeM FOBOPST OJIM3KUE
n3MepsieMble 3HaYeHUs1 F' It 3TUX SKCIIEPUMEH-
TaJIbHBIX YCJIOBUIA.

Ha puc. 1 cxeMaT4HO oKa3aHbl 00J1aCTh ITOJABENE-
HUS JIOKAJIBHOTO CBETOBOTO MMITYJIBCA, 00JIaCTh M3Me-
peHust diyopecueHM, 30Ha BosaeiictBus JIDO, a
TaK:Ke HallpaBJICHUE TeYeHMS IMTOIIa3Mbl. THayKIm-
OHHBIE N3MEHEHNST PIIyOpeCIeHIIMN M3MEPSUTN TIOCTe
TpeaBapuTeIbHOM ananTaluu KiaeTtku K TeMHoTe (T) B
TedeHue 5 MuH. B pa3InuyHbIX BapraHTaX ONBITOB 3a-
MUCHIBAJIM MTHAYKIIMOHHBIC M3MeHeHUs F' TIpu cieny-
IOIIX U3MEHEHMSIX CBETOBBIX ycioBuii: T — ODO,
T — JI®O, a takxke JIOO — ODO.

Ha pucyHkax ripeacTaBiieHbl yCpeTHEHHbIE KMHE-
TUYECKUE KPUBbIE UBMEHEHUI F', MoJydYeHHbIe MTpU
3—6-KpaTHOM BOCITPOM3BENCHUM B PEIIPE3eHTATUB-
HBIX ONBITaX Ha OTAEIbHBIX KJIeTKaX. B Kaxnoii cepuu
OIBITOB MCITOJIb30BAJIM HE MEHee 4YeThIpeX KIIETOK.
KonmuuectBo n3mepeHuii (#) yka3zaHO B HMOOITMCSIX K
pucyHkaM. OTKJIOHEHUS OT CpeAHNUX 3HAYEHU I 000-
3HAYaloT CTAHAapPTHbIE OLIIMOKU U3MEPEHUIA.

PE3YJIbTATDBI

Jumumupyrowas ceemo3sasucumas cmaous
6 danvHell nepedave cueHana

Ha puc. 2 nokasaHbl uaMeHeHUs (paIyopecleHIINN
X071, BBI3bIBa€MbIe MTPUJIOKEHUEM JIOKAITBHOTO CBETO-
BOTO MMITyJIbCca K OTAAJEHHOMY y4YacTKy KJIETKU, B
3aBUCUMOCTHU OT IPeABapPUTENIbHBIX CBETOBBIX YCIIO-
Buii. KpuBas / oTpaxaeT cTaHIApPTHYIO OTBETHYIO
peakuuio F' B yCIOBUSIX CTallMOHApHON (hOHOBOIA
MOACBETKU Bceil KieTku. IlepexogHoe Bo3pacTaHue
F' 00ycJIOBJIEHO JOCTaBKOM B CTPOMY BOCCTAaHOBUTE -
Jieii, pacrnpocTpaHsIEMbIX C TMOTOKOM ILUTOIIa3Mbl
[11]. IToctymnenue B ctrpomy NADPH u Tpno3zodoc-
¢daToB 3aMeIIET OTTOK 3JIEKTPOHOB U3 DJIEKTPOH-
TpaHCIOPTHOM 1eny (hOTOCMHTE3a U BBI3bIBAET IMO-
MHMO 3TOr0 He(POTOXMMHYECKOE BOCCTAHOBJICHUE
mimactoxuHoHa [25]. O6a dakTopa IIPUBOIAT K BOC-
CTAHOBJICHUIO XMHOHHOTO akiienropa Q, U K Bpe-
MEHHOMY BO3pacTaHUIO (payopecueHun F'.

Kak BugHO U3 3a11cH 2, AUCTaHLIMOHHAs Iepeaa-
Ya CUTHajIa MeXIy XJIOpOIUIacTaMu BpeMEHHO ucUe-
3aeT I10CJIe TIPEeIBAPUTEIbHOIO BBIACPXKUBAHUS BCEIA
KJIETKM B TEMHOTE B TedeHue 5 MuH. OO 3TOM IroBO-
pUT OTCYTCTBUE ITMKa F"' B mHTepBaie BpeMmeHu 1o 100 c.
XoTd KJIeTKa Haxoauiaach Ha (POHOBOM CBETY B TeUe-
Hue 40 ¢c OT MOMEHTa 3aBeplleHUsI TEMHOBOI aganTa-
UM OO0 IIPUJIOXEHUSI JIOKAJBbHOTO CBETOBOIO MM-
nmyJjibca, oTBeTHas peakuus F' Ha JICH momHOCTBIO

BUOJIOTMYECKME MEMBPAHBI

orcyTcTBOBana. M3aMmenenus F', pasBuBarominecs B
6oJice MO3MHUIA TIepUOA U JTOCTUTAIOIINE MMUKA TIPU
t = 150 ¢ ot Havasa 3anucH (¢ = 190 ¢ oT MOMeHTa BO3-
0OHOBJIEeHMSI (DOHOBOTO OCBEIICHMsI), OTPaXKaloT 3a-
JEpXXaHHYIO CTaaul0 WHAYKLIMOHHOM KPWUBOM, BbI-
3BaHHYIO 00IIMM ocBelleHueM. Hauano 3Toii ctaguu
COBMNAIAaceT C BOCCTAHOBJICHUEM OaJIbHEU Iepemadn
curHanoB. Hoiras 3agepxka S-M-T usmeHenuii F'
CBsI3aHa C HU3KOM MHTEHCUBHOCTHIO (DOHOBOI'O CBETa
(12.5 mxMoub kBaHTOB M2 ¢ !). TOUHO TaKO¥ e UH-
OYKIIMOHHBIA IIepexol MOXHO HaOmomaTh Opu
BKJTIOUEHU N (POHOBOT'O OCBEIIIEHUS Oe3 BO3IECICTBUS
JICH. DTH onbITHI TOBOPST O TOM, UTO JAJIbHSISI CUT-
HaJM3anusl HapylaeTcs IIpy TeMHOBOM MHAKTHBa-
mun (epMEHTOB, BXOISIIMX B TPAaHCIIOPTEPHI 000-
Jiouku. OgHAaKO U3 3TUX JaHHBIX HEJIb3s1 PEIIUTh, Ha-
pYIIAeTCS JIM KCIIOPT META0OJIMTOB B 30HE SIPKOTO
OCBEIICHMS WJIH K€ UX ITOCTYIJICHUE 13 IIMTO30JISI B
CTPOMY B CJIa00 OCBEIIEHHBIX yYacTKax KJIeTKU. J1ist
OTBETa Ha 3TOT BOIIPOC IMPUMEHSIIM KOMOMHMPOBAH-
HYIO TIpeno0opadoTKy, IToOMeIIast B TEMHOTY BCIO KJIET-
Ky, 32 UCKJIIOUEHWEM HEOOJIBIIIOTO yJyacTKa B 00JIacTH
n3Mmepenus F'. Ha obnacts naMmepeHus F' 1 oKpecT-
HbI€ YYaCTKM HAIIPaB/ISUIM Y3KUI JIyd (JIOKaJIbHOE
¢$OHOBOE OCBEllIeHNE), KOTOPbIA IO UHTEHCUBHOCTU
U CIIEKTPaJbHOMY COCTaBY HE OTJIMYAJICS OT OOIIIETO
(GOHOBOI'O OCBEIICHMSI.

W3 3amicy 3 BUIHO, 9TO MOcjie TEeMHOBOI MHKYOa-
LMK BCeil KIIETKU, 3a MCKITIOYECHEM 00JIacTh U3Mepe-
HUs F', oTHOBpeMeHHOE BKIIIOUEHIE JTJOKAJIbHOTO CBE-
TOBOTO HMIIyJIbca U OOIIEero (DOHOBOIO OCBEILICHMUS
BBI3BIBAJIO OTBETHYIO pEaKIMIO C IByMSI MUKaMu F'.
[1epBrIii UK IIpeacTaBIIsLI coOoit peakumio Ha JICU,
a BTopoii — peakuuio Ha OPO. B oriimyue OoT onbITa,
MpeACTaBIEHHOTIO 3aII1ChIO 2, B KOTOPOM JIOKaIbHBIN
VIMITYJIBC He BBI3BbIBAJI cABUTOB F' naxke mocie 40 ¢ 3Kc-
MO3WIINM BCeil KIIETKM Ha (pOHOBOM CBeTy, B 3arcu 3
OTBETHas peaklus F' Bo3HUKAaJA 1aXke IPpU OJJTHOBPEe-
MEHHOM BKJIIOUEHMH JTOKaIbHOTro uMityiabca 1 OPO.
Amrumtyna orBeTHoM peakuuu Ha JICH 1rocite mipe-
J100pabOTKU, MoAAepKUBaIOIIeit aKTUBHOCTb CBETO-
3aBUCUMBIX (DEPMEHTOB B 30HE M3MEpEHMs, 3ada-
CTyIO ObLJ1a OOJIbIIIE, YeM B KOHTPOJBHBIX YCIIOBMSIX
npu ctauroHapHoM OMO. Pesynbrarhl MTOKa3bIBaIOT,
YTO 3KCIOPT (OTOMETA0OJIUTOB U3 XJIOPOILJIACTOB-
JIOHOPOB IIPY IIE€PEX0ae TEMHOTa—CBET HAaUYMHAETCS
HaMHOTO paHbIIIe, YeM X NOCTYIUICHUE B XJIOpOILJia-
CTBhI-aKIenTophbl. JJINTEeIbHOCTh JIJATEHTHOTO ITePUO-
Jla Ha KOHEYHBIX y4yacTKax CUTHAJIbHOM LEeNH MHpU
SKCIO3ULIMU XJIOPOIUIACTOB Ha (DOHOBOM CBETY CO-
craBisuia He meHee 40—50 c.

Jlamenmubtii nepuod gpomoaxmueayuu
UMNOPMAa Memaodoaumos

Paznmunsa B mar-nepmonax BeIBEASHUS (DOTOMETA-
0O0JIMTOB U3 XJIOPOIIACTOB-IOHOPOB U UX MOCTYILIC-
HUSI B XJIOPOIUIACTHI-aKIIENTOPEI MOTYT ITOTEHIIAIb-
HO OTIpeNesIThCsI BEICOKOM MHTeHCMBHOCTHIO JICH 1,
Ne 3
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Puc. 2. V3meHenust doryopectlieHImu F' B OTBET Ha JIoKaibHOe npuiioxkeHue 30-c ummysibcea 6eoro ceeta (JICH; 500 Mkmostb M2 c’l)
Ha paccTosTHUM 1.5 MM OT 30HBI U3MepeHust F' Mpu pa3Hoii ITPeAbICTOPYHY OCBEIleH s MexXIoy3tust. [ — CTaHmapTHast OTBETHasI pe-
akiust F' ipu cratimoHapHOM (DOHOBOM OCBELIEHUU Beeld KIIETKH (12.5 MKMOJIb KBAHTOBM ~ €™ ); IITPUXOBbBIE IMHUM OTMEYAIOT Ha-
yasio u KoHell JICH. 2 — OrcyrcrBue otBeTHOI peakimu F' Ha JICH npu obiem hoHoBoM ocsetieHur (OPDO) nociie S-MUH MHKY-
GaLu B TeMHOTe; peructpanmst F' BkimodeHa yepe3 40 ¢ rocsie Hayaaa ODO; uk F' ripu ¢ = 150 ¢ ot Havana 3arcu (1= 190 ¢ or Mo-
MeHTa BKoueHust OPO) oTpaxkaeT 3aepKaHHbI MHIYKIIMOHHBIHN niepexon S-M-T, BeizBaHHbI OPO. 3 — OtBeTHast peakuusi F'
Ha yJIaJIeHHOE JIOKAJIbHOE OCBEIIICHUE MOC/Ie 5 MUH 3aTeMHEHMSI BCeM KIIETKM, 3a UCKITIOUEHUEM 00JlacTi u3MepeHusi F', koropast
ocTaBajlach Ha ()OHOBOM CBETY; Ha4aJlo pErMCTpaliiu F' COBMEILIEHO C MOMEHTOM TTOMEILEHUST KJIETKM Ha (DOHOBBIIA CBET; Bropast
BOJIHA U3MEHEHUI1 F' OTpaXkaeT MHIYKIIMOHHbII Mepexo/l, BbI3BaHHbII 001IMM ocBellieHueM. [IpencraBieHbl ycpenHeHHbIE 3aIicu

i n = 6, TIOJIyYE€HHBIEC B TUITMYHOM OITbITE HA OIHOM KJIETKE.

COOTBETCTBEHHO, HM3KOM MHTEHCUBHOCTBIO (POHO-
BOT'O OCBEIIEHMS B 30HAX PACIIOJIOXEHMSI 3TUX Opra-
Heul. B ¢BsI3U ¢ 3TUM OBLIM IIPOBEAECHEI OMBITHI O6€3
npuioxeHust JICHU, B KOTOPBIX U3MEPSITIU UHAYKIIN -
OHHBIe M3MeHeHUs1 DJ1 Tocie TepeHoca agarTUpO-
BaHHOI K TEMHOTE KJIETK! Ha CJIa0ObIi (P)OHOBBII CBET.
I1epen Kaxnoii 3aNKChIO XJIOPOILIACThI-aKLIENTOPHI Ie-
PEBOIIM B COCTOSIHME MO0 C HEAKTUBHBIMU TPaHC-
nopTepaMu 00OJOYKM (ITOCJIe BBIACPXKMBAHUS BCEM
KJIETKM B TEeMHOTE B TeYEHHE 5 MUH), 1100 B aKTUBHOE
cocTosiHUE (BBbIIEP>KMBAaHNE B TEMHOTE BCEii KJIETKM, 3a
HUCKITIoYeHeM obGnactu usMepeHust @i, Kortopas
OCTaBaJIaCh 9KCIIOHUPOBAHHOM JIOKaJIbHO Ha ()OHOBOM
cBeTy). COOTBETCTBYIOIINE YCJIOBUSI OITbITa 0003HAYA-
1 1151 KpatkocT T — ODO (Tiepexon OT TEMHOTHI K
obuiemMy doHoBoMy ociellieHuto) u JIPO — ODPO
(mepexon OT JIOKaJbHOTO (hOHOBOTO OCBEIIIEHUS 30-
HBI U3MepeHUsI PIyopecHeHIINN K 001eMy (pOHOBO-
MY OCBEIICHUIO).

Ha puc. 3a nokasanbl uameHeHust @a X1, BbI-
3BaHHBIC TIepexoaoM OT TeMHOThI K ODO mocie aByx
BapMaHTOB IIpeaBapUTEIbHONM 00paboTKkn. B repBom
ciiyyae (KpuBasi /) Bce MeXOoy3Jve ObLIO IIpeamari-
TUPOBAHO K TEMHOTE B TeueHHe 5 MuH. Bo BTOpOoM
ciydae (Kpuas 2) B TEMHOTY ITOMEIIaIn BCIO KIIETKY,
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3a MCKJIIOYEHUEM 30HbI M3MepeHusi Dy, Koropas
ocraBajiach B 30He JIDO. [Ipennonaraau, 4To nepBbIid
BapHUaHT IIpeIoOpabOTKM MHAKTUBHPOBAJI CBETO3a-
BUCHMBIe (PePMEHTHI, ACCOLIMMPOBAHHbBIE C TPAHCIIO-
KaTopaMu 000JIOUKM, a BTOPOI MOAAEPXKUBAJI CBETO-
3aBUCHMEBIE CUCTEMBI B 00J1acTU U3MepeHust D1 B ak-
TUBHOM (DYHKIIIOHAJIbHOM COCTOSIHUU.

MunykuyonHast kpuBast / Ha puc. 3a mojlydeHa
npu nepexoge T — OPO; oHa aHAJIOrMYHA KPUBOIi 2
Ha pHc. 2, 3a UICKITIOYEHUEM TOTO, YTO B JAHHBIX OITHITAX
OTCYTCTBOBAJIO yIaJeHHOE BO3ACHCTBHUE JIOKATBLHOIO
UMITyJIbca cBeTa. I1py moMeleHnn KJIeTKU Ha CIa0bIit
¢oHOBEII cBeT Habmonanu K F' ripu ¢ ~ 200 c¢. Kpu-
Bas1 2 Ha puc. 3a, Habmoaaemas ripu nepexone JIPO —
— O®O, uMeeT aHAJIOTMYHYIO (POPMY, YTO MOXKET
TMOKa3aThCsI HEOKUIAHHBIM, TTIOCKOIBKY aHAT3UPY-
eMasi 00JIacThb MpU TaKOM TIepexojie ocTaBajlach Ha
CBETY TOTO K€ CIEeKTPAILHOTO COCTaBa U HEU3MEH-
HOIf MHTEHCUBHOCTHU. DTO O3HAYAET, YTO OCHOBHAS
yacTb u3MeHeHuit F' nipu nepexonae JIPO — ODO
00ycJIOBJICHA BIMSIHAEM METa0OJUTOB, TIPOAYLIUPYe-
MBIX 3a TIpeeslaMy 30HbI m3MepeHus. Kak BumgHo u3
puc. 36, nokajabHOe (POHOBOE OCBEIEHUE 00JIacTU
M3MEpEeHUsl Tocjie TIpeABapUTEIbHON amanTauud K
TEeMHOTe Bcero mexnoysnus (mepexom T — JIDO)
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Puc. 3. MemieHHble MHIYKIIMOHHbIE U3MEHEHUs (hyopeclieHIIMU NTPU HEAKTUBHOM M aKTUBHOM (DYHKIIMOHATILHOM COCTOSI -
HUM CBETO3aBUCUMBIX (hePMEHTOB B 00J1aCTU M3MepeHusi. a — MHAYyKIIMOHHbIE KpUBBIe (hIyopeclieHIIMU MpU nepexonax: [ —
OT TEMHOTHI K 0011eMy oHoBoMy ocBetieHHIo (T — OPO); 2 — oT ToKaIbHOTO (POHOBOTO OCBEIIEHUs 30HBI M3MEPEHUS K
o61eMy hoHoBoMy ocselieHUuio (JIGO — ODO). MomeHT BpeMeHu ¢ = 0 cooTBeTcTBYeT BKIIIoueHU0 OPDO. [1peacraBiieHb
yCpeaHEeHHbIe KPUBbIE M CTAHIAPTHBIE OIIMOKY ISt # = 4. 6 — UHAyKIMOHHBIE U3MeHeHUsT DI pU JIOKAJIbHOM OCBEIICHUU
ob6stactu u3mepeHust poHoBbIM cBeToM (miepexon T — JIDO), n = 3.

BBI3BIBAJIO JINIIb HE3HAUUTEIbHBIE CABUTU (pyopec-
LEeHIIMM XJI B MCCJIEAyEMOM JIraria3oHe.

CxonHast bopma KpuBbIX / 1 2 (puc. 3a) U He3Ha-
qUTEeNbHBIN caBUT DI TIpHU JTOKAITFHOM OCBEIICHUHU
¢dotoMeTpupyemMoro yyacTtka (puc. 36) yKa3blBaloT Ha
TO, YTO TIepeXOAHble U3MEHEeHUsT F' XJIOpOILIacTOB-
aKIeNnTopoB B o6nacTy m3MepeHuss PO BBIZBAaHBI
BJIMSTHUEM (DOTOTIPOAYKTOB, TOCTABISIEMBIX C TTIOTO-
KOM XHUIKOCTU OT XJOPOIJIACTOB-IOHOPOB IIOCTE
mepexoia OT TEeMHOTHI K 001IeMy (hOHOBOMY OCBe-
HIEHUIO.

INvK Ha MHOYKIIMOHHOM KpUBOi F' B IIpeaBapm-
TEJIbHO OCBEIIEHHBIX XJIOpoIuIacTax (KpuBas 2) mo-

BUOJIOTMYECKME MEMBPAHBI

CTUTAJICS paHblile, YeM B HEaKTUBHBIX, adallTUPO-
BaHHBIX K TeMHOTe xjioporactax (kpusas /). bo-
Jiee KOPOTKUM JIATEHTHBIN Tepuo] Ha KpUBOW 2 U
caur (~50 c) Mexnay ¢ppoHTamMu HapacTtaHusl F' Ha
KPUBBIX [ W 2, BEpOsITHO, OOYCJIOBJIEHbI pPa3HBbIM
(bYHKIIMOHAJIBHBIM COCTOSTHUEM CBETO3aBUCHMBbIX T€-
PEHOCUMKOB B 30HE HaOMIOAEHUSI TMOCJe TEeMHOBOI
ajanTaluyvu U MpeaBapUTeIbHOTO OCBellleHus. B ciy-
yae, Korja CBeTO3aBUCUMbIE€ TPAHCIIOPTEPhI 00004~
KM ObUIM aKTHUBHBI (KpuBas 2), OHU OOecIrieuynuBaIv
OBICTPYIO TOCTABKY BOCCTAHOBUTENEH U3 MOTOKA 111 -
TOIUIa3Mbl B cTpoMy ruiactui. Eciiv e TpaHciokaTo-
pbl 000JIOYKU OBUTM MCXOAHO HEAKTUBHBI BCIEH-
CTBHE TEMHOBOM ajanTaluu, To J0CTaBKa BOCCTaHO-
Ne 3
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BUTEJIEl M3 TIOTOKAa LMTOIUIA3Mbl HaYMHAJIACH
Mo3gaHee, Tocie Iepruoga (oToaKTMBALMU TpaHC-
rnopTa.

Cnabble u3MeHeHus F' 1ipu JIOKaJbHOM OCBellle-
HHUU 00JIacTh M3MepeHus GiryopecleHIun (puc. 30)
YKa3bIBalOT Ha TO, YTO BOCCTAHOBUTEIbHBIC SKBUBA-
JICHTBI He HAKaTUTMBAIOTCS B XJIOPOILIACTaX B TAHHBIX
ycinoBusx ombiTa. Mx sddexkTuBHOE ymajaeHue H3
CTPOMBI 00ycJTOBIIeHO mBYyMs dakropamu. C omHOit
CTOPOHBI, SKCIOPT META0OJIUTOB HE TPeOYeT NONTOM
CBETOBOI BKCIO3ULIMU (CM. OINMCaHUE B TEKCTE K
puc. 2), a ¢ Opyroit — MOTOK IMTOILIa3MblI OBICTPO
yaajisieT BBIBOAMMbBIE MPOAYKTHI M3 OKPYXKEHUS XJIO-
porutacToB. [laHHBIe, TIpeICTaBIeHHbIC Ha prC. 3, yKa-
3BIBAIOT HAa YYaCTHE CBETO3aBUCUMBIX TPAHCIIOPTEPOB
000JIOYKM ¥ MHUKPOGIYUIHBIX MTOTOKOB B Pa3BUTHU
MeJICHHBIX n3MeHeHmi piryopecueHumnu (S-M-T 11e-
pPEeXoIbl) Y XapoBOit BOTOPOCIIH.

Hzmenenuss uHOYKYUOHHOU KPUBOLL
@ryopecuenyuu npu 0cmanogKke YUKa03a

Ha puc. 4 nokazanbl nuameHeHust @1 Xi1 HA MUK-
poyudacTtkax Mexnoy3nusi Chara, BEI3BaHHBIE CBETO-
BBIMM BO3ACUCTBUSIMM ABYX TUMOB. OZHO M3 HMX
(kpuBble [) COCTOSUIO B JIOKAJbHOM IIPUJIOXKEHUU
30-CceKyHIHOTO UMITyJibca OeJIOTO CBeTa Ha pacCcTosI-
HUU 1.5 MM OT obsiacTu U3MepeHus1 GayopecLeHINN
B YCJIOBUSIX IOCTOSIHHOTO (DOHOBOTO OCBEIICHUS
BCEI KJIETKU. DTO BO3ICHCTBUE IMTO3BOJISIJIO BU3YaJIN -
3MpOBaTh Mepeaayy CUTHAJIOB OT XJIOPOILIACTOB-/I0-
HOPOB K XJIOPOIUIaCTaM-aKLETNITOpaM, HaXOAA I UMCS
Ha c1adboM (poHOBOM cBeTy. B mapasiie TbHBIX OIThITax
BCIO KJIETKY OCBelllajud CcJIaObiM (POHOBBIM CBETOM
mocJie IIpeaBapUTeIbHON S-MUHYTHOM aganTaluu
MEXIOY3/I1sI K TEMHOTE W HaOJIIogalu MeIJIeHHbIE
(S-M-T) uHaykuyoHHble u3MeHeHus1 O (KpUBbIE 2).
M3mepeHust 000MX TUIIOB BHIIOJIHSUIA B KOHTPOJIb-
HBIX YCJIOBUSIX IPU aKTMBHOM T€UEHUM LIATOILIa3MbI
(a), mocyie OCTAaHOBKMU IMOTOKA MOJ AeHCTBUEM LIMTO-
xajnasuHa D (6) u 1mocie BOCCTaHOBJIEHUS MOTOKA,
crycTs 1 4 mocie Hayajla OTMbIBaHUS KJIETKM OT 111~
ToxanasuHa D (8).

CKOpOCTh TEYEHHUsS LIMTOIUIa3Mbl B HATUBHOM
KJIeTKe cocrasisiia 92 MxM ¢!, Kak BumHoO 13 puc. 4a
(kpuBast /), IpUITOKEHUE JIOKATHLHOTO CBETOBOIO MM-
MyJibca B MOMEHT BpeMeHM ¢ = () BbI3bIBAJIO MEPEXOIHOE
yBeJmaIeHue F' TIpU TTOCTOSTHHBIX CBETOBBIX YCIIOBUSIX B
00J1lacT U3MepeHUsl. DTU TiepeXoaHble u3MeHeHus F
OTpakaloT Tepenayy MeTaboIMYecKoro CUTHajla U ero
JIOCTaBKY K peleNTOPHBIM XJIoporiacTtam. JlodasieHne
uToxaidasuHa D B KoHIleHTpamu 25 MKM TIpUBOAUIIO
B TeYeHHE 5 MUH K OCTAHOBKE TEUEHMS LIMTOTLIa3Mbl U
YCTPaHSIIO TIepexXomHble U3MeHeHUsT F', BhI3BaHHBIE
JIOKQJILHBIM UMITYJIbCOM cBeTa (puc. 46, Kpuas [).
HetictBue umToxajasuHa D obpaTuMo CHUMAaIOCh
nocJjie MpoOMbIBAaHUS KJIETKM CBeXel cpenoii.

BUOJIOTUYECKHUE MEMBPAHBI

TOM 38 Ne 3

Kpussie 2 Ha puc. 4 n306paxarT U3MEeHEHUS
®n X7, BeI3BaHHBIE 00IIMM (DOHOBBIM OCBEIIICHUEM
aJalTUPOBAHHOTO K TEMHOTE MEXOOY3JIUs B OTCYT-
CTBME M B IIPUCYTCTBUM uToxajrasnHa D. B HeoOpa-
0OTaHHOI KJIETKE 3aJepKaHHasl BoJiHA F' MOsIBIIsI-
Jlach mocJie nepuoga 3aaepxkku ~ 130 ¢, mocTuraia
nuka npu ¢ 2 200 ¢ 1 3aTeM CHIKaIach 10 UCXOITHOTO
ypoBHs F'. IIpu ocTaHOBJIEHHOM T€YE€HUM LIATOIIA3-
MBI B IPUCYTCTBMU LiMToxana3mHa D 3amepxkaHHast
BoiHa F', MHOynIMpoBaHHAS c1a0BIM (DOHOBBIM OCBE-
IIEH1EM, pa3BUBajach Mocje 0ojiee KOPOTKOIO MepU-
ofa 3aiepKKu; MK F' 1 BO3BpaT K UCXOTHOMY YPOB-
HIO TOCTMTaJINCh PaHbIIE, YeM B HEOOpaOOTaHHOI
KJIeTKe. AMIUIUTYIa BOJIHBI F' Obula, Kak IpaBUIo,
MCHBIIIE, YeM B KOHTpPOJIC.

IMocie oTMBIBaHMS KIJIETKM UCKYCCTBEHHOM MpYy-
JIOBOI BOAOI B TeueHue =1 4 jaTepajibHasl repeaadya
MeTabO0JIMTOB BOCCTaHABIMBaNach (puc. 46, Kpusas 1).
CKOpOCTh TEUEHUS BO3pacTaja 10 UCXOIHOTro 3HaYe-
HM 92 MKM ¢~!, a MK BOJIHBI F', BBI3BAHHOM CJIa0BIM
(OHOBBIM OCBEIICHUEM BCEM KIJIETKU, CMeIajics K
ucxoaHoi nmo3uumu (rpu ¢ = 210 ¢). O6paTumoe neii-
cTBHe uToxanasmHa D Ha curHaiel F' AByX TUIIOB Io-
BOPUT O TOM, UTO 3aaepKaHHbII muk D1 XJ1 B mepuon
WHIYKIMYA (DOTOCHHTE3a YyBCTBUTEJICH K JIaTePaIbHOM
nepegade poromeradbommToB. [Ipm OBICTPOM TedeHUN
LIUTOIUIa3Mbl B MHTAKTHOM KJIETKE MOTOK IOCTOSTHHO
OMBEIBAaeT XJIOPOILIACTHI, YTO YCKOPSIET yaaJeHUE BOC-
CTaHOBUTEILHBIX 3KBUBAJIECHTOB M3 CTPOMBI TTACTU/
U 3aMeljigeT pa3BuUTHe NuKa duyopecueHuum F'.
IIpexpaimeHre OTTOKa MeTabOJIUTOB C ITOBEPXHOCTHU
TUTACTUI TTOCJIE OCTAHOBKHU TEYSHUS LIMTOILIA3MEI 3a-
MEIISICT DKCIIOPT BOCCTAHOBUTEIBHBIX BKBUBAJICH-
TOB 13 XJIOPOILJIACTOB, CIIOCOOCTBYS 00JIee OBLICTPOMY
HAKOIUIEHWIO BOCCTAHOBUTEJIEl B CTpOME 3a CYET
BHYTPEHHMX ITPOLIECCOB, YTO OTPaAKaeTcsl B YCKOPEH-
HOM ITogbeMe F' B MHIYKIIMOHHBINA IIePUO/I.

Bausnue noxanvroeo u obweeo oceeujenus
Ha F' npu ocmanoske yukaosa

OcTaHOBKa ABVDKEHMS LIMTOIDIA3Mbl KapIMHAILHO
MEHsIa OTBETHYIO peakLnio F' Ha JIOKaJIbHOEe OCBEIle-
HUe aHajnm3upyemoil oomactu (riepexon T — JIDO).
Kak BumHO u3 puc. 5a (kpuBas /) u Kak mokKa3aHO
TakKe Ha puc. 36, nepexon T — JIPO BbI3bIBaJ clia-
Oble U3MeHeHusl F' Tpu aKTUBHOM TE€YEHUU IIUTO-
Iia3Mbel. BMecTe ¢ TeM Iocjie OCTaHOBKU IIMKJIIO3a
TaKO€ Xe JIOKAJIbHOE OCBEIEHME BBI3BIBAJIO IEpe-
XomHoe Bo3pactaHue F' (puc. Sa, kpuBag 2). [1To-Bu-
JIMMOMY, OCTAHOBKA T€YCHUS 3aTPYAHSIET OTTOK BOC-
CTAaHOBUTEJbHBIX JKBUBAJICHTOB M3 OCBEIIEHHBIX
XJIOPOTIJIACTOB, TIPUBO/ISI K UX HAKOTIJIEHUIO B CTPOME
¥ BOCCTAHOBJIEHUIO TUIACTOXWMHOHA ¥ XMHOHHOTIO aK-
nenTopa Qy.

Ha puc. 56 nokazaHbl usMeHeHus1 F', BbI3bIBae-
MBbI€ B OTCYTCTBHUE IIMKJIO3a TIPH CMEHE JIOKAJTBLHOTO
OCBEIIICHMST aHAIM3UPYEMOTO yJacTKa Ha o011iee (poHO-
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Puc. 4. lutoxanasux D npepbiBaeT nJajibHIO Mepeaadyy CUrHajla Mexy MpOCTPaHCTBEHHO yIaJIEeHHBIMU XJioporuiactaMu (1)
u yckopsieT S-M-T nepexon Ha MHAYKIIMOHHOM KpUBoii (hiryopectieHuu (2). Kpuble / mpeacTaBisioT usMeHeHus F' Ha ciia-
060M (hOHOBOM CBETY B OTBET Ha IIPMJIOXKEHHUE JIOKAIILHOTO UMITyJIbca 6ejtoro ceera (30 ¢, 500 MKMOIb M~ “ ¢ ) Ha pacCTOSTHUM
1.5 MM oT 30HBI U3MepeHus F'; KpuBble 2 N300paxkaloT MHAYKIIMOHHBIE U3MEHEeHUS F', BRI3BaHHBIE IIEPEHOCOM KJIETKU Ha (ho-
HOBBIH CBET MMOCJIe 5 MUH TEMHOBOI aganTauuu. @ — KOHTpOJIb B OTCYTCTBME MHTMOUTOPOB; 6 — MPU OCTAHOBKE TEUEHMUSI LI~
TOILJIa3MbI B IPUCYTCTBUU 25 MKM 1iuToxanasuHa D; ¢ — mocjie BOCCTaHOBJICHUST LIMKJIO3a B TOM e KJIETKE, OTMBITOM OT MH-

FI/I6I/ITOpa. ycpCZ[HeHHbIC KHMHETUYECKUE KPUBBIC paCcCUYUTaHbI 1JIsd 1 = 3-5.

BUOJIOTUYECKHME MEMBPAHbBI  Ttom 38 Ne 3 2021
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Puc. 5. MenneHHble MTHOIYKIIMOHHBIE U3MEHEHUsI (DiryopeclieHIUM KIeToK Chara, BBI3BaHHBIC JJOKAJIBHBIM 1 OOLIIMM OCBelIlle-
HUEM 10 M 10ocJIe OCTAaHOBKU T€UEHUSI LIMTOIUIa3Mbl Ion feficTBueM 25 MKM nuroxanazuHa D (CD). a — MHaykumnoHHbIe 13-
MeHeHUs1 F' Ipu JIOKaJIbHOM OCBELIEHU U aHAJIM3UPYEMOT0 YJacTKa Mocje S-MUH TEMHOBO# aanTallii B KOHTPOJIbHBIX YCJI0-
BUSIX U TIPU TTOABJICHUH LIMKJIO3a [UTOXaa3uHOM D. I — mpu mepexoe OT TEMHOTHI K JIOKAIbHOMY (DOHOBOMY OCBEIIEHUIO
(T — JIPO) B ycnoBusix ObICTPOro Te4eHUs! HUTOIIa3Mbl (90 MKM ¢~ ', KOHTPOJIb); 2 — TO e MOocJIe MpeKpalieHus TOToKa B
OPUCYTCTBUM LIMToXana3nHa D. 6 — U3meHeHust F' B KJIeTKax ¢ HEMOABXKHOM LIMTOILIa3MOM (B IIPUCYTCTBUU 25 MKM 1LIMTO-
xajlasuHa D) mpu nepexoie oT TeMHOTHI K 001eMy ¢oHoBoMy ocBelieHuto (T — ODO) u nipu nepexoie oT JIOKaIbHOTro ho-
HOBOTO OCBellleHUsI obsiacTu peructpaunu F' k obuiemy ocselieHU0 (JIGPO — OPO). YepenHeHHbIE KWHETUUECKUE KPUBbIE

paccyuTaHbl st n = 2—6.

Boe ocseleHue (JIPO — ODO, kpuas /), a TakKKe
pu od1IeM ocBeleHnu kietku (nepexoq T — ODO,

BUOHO, YTO IIPU OTCYTCTBUMU ABMKCHUA HUTOITJIa3Mbl
JIOKaJIbHOE 1 00I11e€ OCBEICHUE BbI3bIBAIOT IIpumMep-

KpuBast 2). I3 cpaBHeHUs KpUBBIX 2 HA pUC. 54 1 56 HO paBHbIE OTBETHBIE peaKLU F' C ITOJIOXKEHUEM I -

BUOJOTUYECKUE MEMBPAHBI  tom 38  Ne 3
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Ka 1ipu ¢t = 160—170 c. B yciioBusix nogaBiaeHUs LIMK-
JIo3a mepexoll OT JOKAJbHOro K 0o611eMy (hOHOBOMY
ocpeleHuo (JI®O — ODO) He oka3bIBal BIUSHUS
Ha F' (puc. 56, kpusas /) B OT/IM4ME OT CHIbHOIT OTBET-
HOil peakiuu F' Ha aHaJIOrMYHOE BO3ICHCTBUE IIPU
HOPMaJIbHOM TeUEHUHU LIUTOILIa3Mbl (pUC. 3a, KpuBasi 2).
IMonyueHHBIE pe3ybTaThl CYIIECTBEHHO JOMOIHSIOT
MPEACTABICHUS] O POJU ABMXXCHUSI LIMTOILIA3MBI B
usMeHeHusix O X mpu JIOKaTbHOM U O0IIEM OCBe-
IIEHUN KIIETKU.

OBCYXIEHHNE

B mHnyknimoHHOI KpUBO# (DIyopeCLCHIIUN 3e1e-
HBIX pAaCTEHUI M BOOOPOCIICI BEIICISIOT OBICTPBIE U
MeIJICHHbIE CTaaIuu, TIPUYEM O MPUPOIEC 3anepsKaH-
HOro HapacTaHust giyopecueHIuu (S-M) u3BeCTHO
ropasao MEHBbIIIE, YeM O MyJIbTH(a3HOM HapacTaHUU
O-J-1-P [2]. ¥V xapoBbIX Bogopoceii HaO0gaeMblii
nukK F"' o0yciioBieH ocnabieHrueM (GOTOXMMUIECKOTO
tymenus qP [8], a mcrmonmb3yemast Hu3Kass MHTEHCHB-
HOCTb CBeTa WCKJIIOYAET pa3BUTUE CYIIECTBEHHOTO
HEe(DOTOXMMHUYECKOIO TYIICHUSI. DTU OCOOEHHOCTU
TOBOPST O TOM, YTO MHIYKIIMOHHbIE U3MeHeHUST D1
B MUHYTHOM JWaIla30He y XapoOBbIX BOJOpOCJIeit BO3-
HUKAIOT UHave, yeM B LimaHoOakTepusix u'y Chlam-
vdomonas [6—8]. Pe3ynbTaThl JaHHOI pabOThI IIOKA3BI-
BalOT, YTO HapacTtaHue iryopecleHUMU S-M y xapo-
BBIX BOIOPOCJICI IIPOMCXOAUT IIPU YIaCTUM JAJTbHUX
B3aMMOJCUCTBUIA, OMOCPEAOBAHHBIX TEUYCHUEM IIM-
Toruia3mMbl. OO yyacTuM JajdbHEro TPaHCIIOpPTa TOBO-
PSIT CUJIBHBIC OTIMYMS WHAYKIIMOHHBIX KpUBBIX F'
IPHU OCBEIICHUM KJIETOK MEXIOY3JIM Y3KUM JIyIOM
U IIUPOKUM CBETOBBIM ITOTOKOM (cp. puc. 3a u 36).
JanpHue B3aMMOACHCTBUSI BKIIIOUAIOT IIepeHoC (o-
TOMETa0OJMTOB Yepe3 MeMOpPaHBl 000JIOUYKHM XJIOPO-
IJIACTOB TIPU YYaCTUU aKTUBUPYEMBIX CBETOM TpaHC-
noptepoB (puc. 3) 1 JaTepajbHbIIA IIEPEHOC 3TUX ME-
TabOJIUTOB C MOTOKOM IIUTOILIAa3MHEI (puc. 4, 5a).

IMosmyyeHHbIe pe3yabTaThl MOKA3bIBAIOT, UTO TEpe-
XOIHOE Bo3pacTaHMe Bbixona ¢ayopecLieHInn F' B Mu-
HYTHOM MHTepBaJie MPU HU3KOMHTEHCUBHOM OCBellle-
HUU CBS3aHO C NAJTbHUM MepeHOoCcoM (DOTOMETAO0IUTOB
(BOCCTaHOBUTEIbHBIE 3KBUBAJIECHTHI, TpHO30(docda-
Thl). [lepeHoCc MeTaboJMTOB U3 SIPKO OCBEIIEHHON
00J1aCcTU B 30HY cJ1aboit (POHOBOI TTOACBETKU MPOSIB-
JISIETCS B TIEPEXOTHOM BO3pacTaHuU F' B CBSI3U C MO-
CTYILJIGHUEM BOCCTaHOBUTEJIeil B CTpOMY, KOTOpoOe
CTUMYIUPYET (POTOXUMHUUECKOE 1 HE(DOTOXMMUYECKOE
BOCCTAHOBJIEHME XUHOHHOTO akuentopa Q, [25]. B
cllydae, Korjga pasMep JOHOPHO# o0JacTh OorpaHu-
YyeH OJuaMeTpoM onToBojokKHa (400 MKM B maHHOI
paboTe), OTBETHbIE M3MEHEHUST F' IIPOSIBISIIOTCS B
BUJE y3Koit mosockl (puc. 4, kpusblie /). B ciyuae 006-
11IETO OCBEIIIEHMS KJIETKU pa3Mep TOHOPHOI o61acTu
pacIImpsieTcs; TO3TOMY OTBETHAsI peakims F' mposiB-
JISIETCSI B BUZE IIIMPOKOM 1, KaK MPpaBUJIO, aCUMMETPUY-
HoI1 mosockl (puc. 3a). @opMa MHIYKIIMOHHOM KpUBOM
F' no;mKHa 3aBUCETh OT MIMHAMUKNA 0OMeHa MeTaboJ -

BUOJIOTMYECKME MEMBPAHBI

TaMU MEXIY XJIOPOIUIACTAMHU U LIMTO30JIEM B IIEPUOT
MocJie BKJIIOUEHUST CBETa, a TAaKXKe OT pa3Mepa OCBe-
IIaeMOM ITJTOIIAAN M OT PACCTOSIHUSI, Ha KOTOPOE T1e-
PEMEIIAIOTCS BEIISCTBA B IIOTOKE LIUTOILIa3Mbl. Clie-
IyeT OTMETUTb, YTO JIaTepaJbHBIM MEPEeHOC MOXHO
WHOYLIPOBATh HE TOJILKO MHTCHCUBHBLIM JIy4OM, HO
¥ CBETOM HU3KOM MHTeHCUBHOCTH [11].

ITpu nonapneHUN JJaTepaibHOTO MepeHoca BEleCTB
uToxajgasnHoM D nHayKiimoHHbIe u3MeHeHus1 S-M-T
MpeTeprneBaid U3MEHEHUSsI, HO He ucde3anu (puc. 4).
B aTux yciioBusix nepexobl OT TEMHOTHI K O0LLIeMYy U
JIokajibHOMY ¢doHoBoMy ocBeuieHu1o (T — ODPO u
T — JI®O) BBI3BIBAIM MPUMEPHO PaBHbIE OTBETHHIC
peakuuu F' (puc. 5), Torga Kak Ipu OBICTPOM Tede-
HUU LIMTOIIa3Mbl OTBETHBIE PeaKIMU Ha 3TU BO3IEH-
CTBUSI CYILLIECTBEHHO pasiuyaiuch (puc. 3). Oty u apy-
r'Ue MoJlydeHHbIE B paboTe JaHHbIE TOBOPST O TOM, UTO
MOCJI€ OCTAHOBKH 1IMKJ103a UHAYKIIMOHHbIE U3MEHE-
HUs S-M-T 3aBUCAT OT AMHAMUKU COACPKAHUS BOC-
cra"HoBureneii (NADPH) B ctpome, ompenensieMoit
TOJIbKO BHYTPEHHHMMU MPOLIECCAMU B XJIOPOILIACTAX,
1 HE BKJIIOYAIOT CTaAUM JaJIbHEro TpaHCHOpTa U Io-
Io1IeHMsT HOTOMETabOoJIMTOB U3 IMTOILIa3Mbl. B oT-
JIMYre OT 3TOro, HOPMaJIbHOE T€UEHUE IUTOTIIa3Mbl
obecrieynBaeT CBOOOIHBIN OTTOK METaA0OJUTOB, TIpe-
MISTCTBYS HaKoIuieHUIo n30biTka NADPH B ctpoMme,
YTO MPOSBJISIETCS B C1a0bIX U3MEHEHUsX F' Mpu Jio-
KaJIbHOM OCBEIeHUM 001acTU u3MepeHus (puc. 30).
MoxHo TipeanosaraTb, YTO B HOPMaJIbHBIX YCIOBUSIX
nepexoll S-M B MMHYTHOM MHTEpBajie B 3HAUUTEJIb-
HOI CTENEHU 3aBUCUT OT CONIEpKaHUsI BOCCTAaHOBU-
TEJIEU B TEKYLIEH LIUTOILIa3MeE.

Pesynbrarhl pabOThI BBISIBUIM, UYTO SKCITOPT METa-
0OJIMTOB U3 OCBEIICHHBIX XJIOPOILIACTOB HAUYMHAETCST
CpPaBHUTENIBHO OBICTPO, TOTIA KaK MOCTyIIEHNE (Po-
TOMETAa0OJUTOB U3 LIUTOIIa3Mbl B CTPOMY TLIACTHU/I
pa3BUBaETCs JIUIIb Iocie 7oaroro (~50 ¢) JaTeHTHO-
ro nepuona. IlpencrasisieTcst BEpOSITHBIM, YTO oba
Mpoliecca — 3KCIOPT U UMITOPT META0OIUTOB — OIO-
cpenoBaHbI OOIIMMHU TPAHCIOKATOPaMM O00I0YKHM, a
pa3IMYHOEe BpeMsI 3aAEPKKHU OIPEACIISIeTCS BEIUIr-
HOIi M HampaBJIeHMEM TpaJueHTa pPedoKC-areHTOB
WIY IPpYTUX YYAaCTHUKOB LIMKJIa mepeHoca. Bricokoe
conepxanne NADPH B ctpoMe ocBeIeHHBIX XJIOPO-
IUIACTOB M HU3KOE COiepKaHUe BOCCTAHOBUTEIbHBIX
SKBUBAJIEHTOB B LIUTO30JI¢ [26, 27] MOTYT CITIOCOOCTBO-
BaTh OoJice paHHEMY Hadaly 3KCIIOpTa METaOOIMTOB.
ITo nanubM [27], conepxkanne NADPH B cTpoMe xi10-
pOILIACTOB apaOMIOIICHCa JOCTUTAeT MaKCMMAaIbHOTO
ypoBH B TeueHmre 120—150 ¢ ocBemenns. [IpumepHo
TaKoe K€ BpeMsl XapaKTEepHO [JIsl JOCTUXKEHUS TTHKa
dayopecueHuun F' mpy HapylIeHUU LIATOXAJIa3M-
HOM D 3KcmopTa M OTTOKa pelloKC-MeTabOJIUTOB U3
OCBEIIEHHBIX XJIOPOIJIacToOB (pUc. 5). DT HaHHBIE
KOCBEHHO ITOATBEPXKIAIOT IIPEAIIOIOXEHUE O TOM,
yTo nepexon S-M diryopeciieHIU IIpyu HapyIeHUn
JNaJIbHUX BHYTPUKJIETOYHBIX CBSI3€il OOYCIOBJIEH U3-
MEHEHMEM pedoKC-CTaryca CTpoMbl. B Kkierkax c
OBICTPBIM IBUKEHUEM LIUTOILIA3MbI PEAOKC-COCTOSI-
Ne 3
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NMHAYKIIMOHHBIE UBMEHEHUA ®JIYOPECHUEHILIMU KIIETOK Chara

HHE CTPOMBI XJIOPOIUIACTOB B 3HAYMTEIBHOI CTelrre-
HU KOHTPOJMPYETCS OOMEHOM MeTabOJIUTOB MEXIY
LIMTO30JIEM M CTpOMOii. TakuM 06pa3oM, OCTaHOBKA
TE€YEeHUs! [UTOILIa3Mbl HAPYIIAET HE TOJIBKO CTAINIO
JIaTepaJibHOTO MepeHoca MeTaA0OJUTOB, HO U CTAIHIO
SKCITOpPTa METabOJIUTOB M3 JIOKAJTBbHO OCBEIIaeMBbIX
XJIOPOITJIACTOB.

Pa6ota BeImosTHeHA TpY (PUHAHCOBOM IMOIIEPIKKE

Poccuiickoro ¢poHna pyHaaMeHTaIbHBIX UCCIeOBA-
Huit (poekT Ne 20-54-12015).

Hacrosmas craThs He COIEPKUT KaKMX-JIU00 HC-

CJIE€IOBAaHUM C ydyaCTuem JIIOAE¥ 1 XKUBOTHBIX B Kaye-
CTBE OOBEKTOB MCCJICIOBAHMUSI.
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Induction Changes of Chlorophyll Fluorescence in Chara Cells Related
to Metabolite Exchange between Chloroplasts and Cytoplasmic Flow

A. A. Bulychev*

Lomonosov Moscow State University, Faculty of Biology, Moscow, 119991 Russia
*e-mail: bulychev@biophys.msu.ru

Induction changes in chlorophyll fluorescence (Fl1) are associated with photosynthetic electron transfer, gen-
eration of a proton gradient, and carbon metabolism in the CO, fixation cycle. The reactions of photosynthe-
sis are also accompanied by the outflow of photoproducts from illuminated chloroplasts and their long-dis-
tance transport. The exchange of metabolites across the chloroplast envelope membranes is carried out by
transporters that are active in the light and cease to operate in darkness. Inactivation of light-dependent en-
velope transporters in Chara cells interrupts spatial signaling manifested as a transient Fl rise in response to
illumination of a distant cell area. The dark adaptation was found to down-regulate the entry of metabolites
from the streaming cytoplasm into shaded chloroplasts, without substantial retardation of the metabolite ex-
port from illuminated plastids. Fluorescence induction curves were found sensitive to illumination or dark-
ening of the sample area residing outside the analyzed photometric region. The overall low-intensity illumi-
nation of the Chara internode caused significantly larger F1 changes than a similar narrow-field illumination
of the Fl detection area. The results indicate that a slow increase in Fl during the induction period in charac-
ean cells results not only from photosynthetic activity of chloroplasts in the examined cell region but also from
interactions between the analyzed and neighboring cell areas. When the cytoplasmic streaming was arrested
by cytochalasin D, similar induction changes were induced by local and global illumination, indicating a dis-
ruption of long-range interactions. The results suggest that the liquid flow not only carries metabolites from
illuminated to shaded cell parts but also facilitates the export of photometabolites from chloroplasts to the cy-
toplasm.

Keywords: Characeae, chlorophyll fluorescence, cytoplasmic streaming, cytochalasin D, chloroplast enve-
lope transporters, long-distance transport
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POJIb DKCTPAKJIETOYHOTI'O Ca*" B PEI'YJISIIUU PACIIPEIAEJIEHUA

N KOH®OPMAILIUU TEMOIJIOBMHA B DPUTPOIINTAX
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VCTaHOBIECHO, YTO CHIKEHUE KOHLIEHTPALMK 3KcTpakieTtouHoro Ca* ([Ca”]om) YBEJIMYMBACT IOBEPX-

HOCTHBII 3apsiT MeMOpaHbI 3pUTPOLIMTA, YTO COTIPOBOXKIAETCS NU3MEHEHNEM KOH(MOpMaIlny reMa v Tio0m-
Ha, a TaKXe repepacrnpeaeieHueM reMonioouHa B KJIeTKe (CHIDKeHHME BEJIMYMHbBI ONTUYECKOM pa3HOCTHU
xona syda (OPX) muroria3mMel 1 comepXaHUS IIPUMEeMOpaHHOTO TeMOTJI00MHA). Y CTaHOBJICHO, UTO IIPU

BapbupoBanuu [Ca’"],,, ¢ 1073 1o 107° M Mopdonorus 3purpoluTa MpakTUIECKU He MeHseTcsl, {-MoTeH-
uman Bospactaet ¢ —15.4 + 0.2 mo —14.5 + 0.3 mB (1ipu [Ca?*],, oT 1072 10 5 X 10~* M), a Benmmuuna OPX
LUTOILIa3MBbI KJIETKM CHIDKAETCSI. Y MEHBIIICHIE [Caer]oln 10 107% M MeHsteT KOH(MOPMALIMIO TeMa, a TAKKe
pacripesieJiecHre TeMOTJIOOMHA B 3PUTPOLINTE: TIPOMCXOIUT CHIDKEHUE CUMMETPUYHBIX KOJIeOaHU OOKOBBIX

CH-rpynn nuppoIbHbIX HOJIYKOJIEL ¥ YBEINYECHUE BaJICHTHBIX KOJIEOAHU BUHUJIbHBIX IPYITI reMOonophu-
pMHA U CPOACTBO reMa K iuranaam. I1py 3T7oM He MeHSIETCS BEPOSITHOCTh HAXOXKAEHMS TeMa B IJI0CKO# KOH -

dopManny, HO CHIKAETCS KECTKOCTD €ro 0eJIKOBOTo oKpyxkeHus. I1pu BappupoBaHUU [Ca”]out c 1073 o
10~* M HaGonaeTcst u3MeHeHue KoHbOopMaLMy NIOGMHA: CHIDKeHue yriopsinoueHHoct CH-rpymm amu-
HOKMCJIOT IJI0OMHA, yBEeJIMUeHNE TIJIOTHOCTH YIIAaKOBKM INTOOMHA, a TAKXKE MOJISIPHOCTU OKPYXKEHMUSI TJ100M-
Ha. [Ipn nHKYOaM 3pUTPOLIUTOB B Cpelie, CoAepKalleit [Ca”]Out = 10"° M, MakcHMaJIbHasl BEJIMYMHA
WHTEHCUBHOCTU KoMOuHaimoHHoro paccesiHusi (KP) remorno6una sputpounToB (rojiockl KP-criekrpa
1375 cm~ ! 1 1580 cM~') BbIsIBIEHA B LIEHTpe KJIETKHU U B 2.6 pa3a MEHbILIE, YeM Y SPUTPOLIUTOB, HHKYOUPO-

BaHHBIX B cpelle, coaepskanieii [Ca?t],,, = 1073 M.

KmiodeBble cJ10Ba: KOMGHHALIMOHHOE PACCesTHUE, TEMOIIOOHH, SPUTPOLIUT, SKCTpaKieTouHslit Ca’t

DOI: 10.31857/S0233475521030099

BBEAEHWE

M3BecTHO, YTO s TIJ1a3MaTUYECKOM MeMOpaHbl
SPUTPOLIMTA XapaKTepHO Hainuue (PUKCUPOBAHHBIX
MOBEPXHOCTHBIX 3apsI0B MOJIEKYJ JIUIIUAOB U Oel-
KOB, (pOpMUPYIOLINX MOBEPXHOCTHBIN MOTEHIIMAT U
XapakTep pacrnpenejeHus] MOHOB U MOJIEKYJ BOJbI
[1]. B ocHOBHOM ITOBEpXHOCTHBII ITOTCHIIAT SPUT-
polrTa 00yCJIOBJIEH 3apsIoM KapOOKCUIBLHBIX TPYIIT
N-aneTuiHepaMMHOBOM KMCIOTHI C(PUHTOJIMNHIA
U MOHU3UPYEMBIX TPYII IMUKOGMOpPUHA U CHUXKAET-
cs1 TIpY BO3JIEICTBUM Ha KJIETKY HeifipaMuHuaasbl. C
MOMOIIbIO  CIEKTPOCKONMUN KOMOWHAIIMOHHOTO
paccesHus (KP) yctaHoBieHO, UTO Ipu Bapb1MpOBa-
HUM 3KcTpakiaerouHoro pH ot 4.82 1o 9.70 MmeHsieT-
cs KOHCTaHTa HOUCCOLMAallMM KOMILJIeKCa MOHO-
Mmep/numep remornoouna (I'6) B kierke. IIpenro-
JlaraeTrcsi, 4YTo Mpu HENTPaAJIbHOM 3KCTPAKJIETOUYHOM
pH, Monexkynel I'6 nokaan3oBaHbl B IIpUMeMOpaH-
HOM MPOCTPAHCTBE KJIETKW WX CBSI3aHbl ¢ MeMOpa-

HOI1, B TO BpeMs KaK IIpu HU3koM pH 3HaunTenbHas
yacTh I'0 JoKanmu3oBaHa B LIEHTPaJbHOM 00JacTu
KJIETKH [2].

M3BecTHO, UTO M3MEHEHUEe TMOBEPXHOCTHOIO 3a-
psiga UMTOILIa3MaTUYECKO MeMOpaHbl 3pUTPOLIUTA
cBsa3aHo ¢ OH-rpynnamu TtuposuHa psina 6ejKoB
MeMOpaHBI, HarpuMep, o6eska nojiocel 3 (BI13) [3].
M3MeHeHre MoBepXHOCTHOTO MOTEHIIMalla Ha LIMTO-
IUIa3MaTU4YeCKOil CTOpOHE MeMOpaHbl COMMPOBOXIA-
eTcsl aKTMBallMell BHYTPUKIJIETOUHBIX (hocdonuras,
YTO MEHSIET YIMOPSIAOYEHHOCTh XKUPHOKUCIOTHBIX
XBOCTOB MEMOPaHHBIX JIMIIUI0B, CHUXKAs! JOJI0 MpU-
MeMOpaHHOTO ['6 [4—6]. BaskHYIO pOJIb B pEryIsIiiun
W3MEHEHUI 3apsila Ha LUTOIUIA3MAaTUYECKOU ITO-
BEPXHOCTU MeMOpaHbl 3PUTPOLIMTA BBIMTOJHSIET
BHyTpUKJIeTouHblii Ca’* ([Ca®*],,). Hanpumep, mno-
souieHue [Ca?*],, aktusupyer Ca’*-3aBucumbie K*-
KaHaJibl U IPUBOJIUT K FUMEPIIOISIpU3ALIMU MeMOpa-
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HEBI [7]. OTMeTHM, 9TO M3 BCEX MOHOB ITUTOIIIIA3MBI
wietku (Ca®t, Mg?*, K*, Na* u CI") tonsko Ca?*
cnelu(UUIecKy CBI3bIBACTCS C KJIETOYHBIMU OeJIKaMu,
nockonbky K*, Nat u MmoHoBasieHTHBIE aHUMOHBI (POP-
MHUPYIOT CJlabble KOMILUTIEKCHI C ITPOTEMHAMM BCIIEI-
CTBHE OOJIBIIIOTO pagryca M HeGOJBIIIOTO 3apsiaa.

B Hacrosiiee BpeMsi akTUBHO OOCYXKIAaeTcs BO-
IIPOC O POJIM CTPYKTYPHBIX U3MEHEHUI LIUTOILIaA3MbI
aputpouura (“KpayauHI”) B perysiiuu oobema u
TeMOIVMHAMMKU 3PUTPOLIUTOB B cocynax [8§—13]. U3-
BECTHO, YTO MOP(OJIOTHS 3PUTPOLIMTA 3aBUCHUT OT
Ca’*-3aBUCHMBIX U3BMEHEHUI MOJIEKYJI CIIEKTPUHA U
aKTUHA IATOCKeNeTa, (POPMUPYIOIINX KOMIUIEKC C
MeMOpaHoii aputpouuta. Tak, o- u B-uenu Tpume-
pOB CIIEKTpHUHA CIIOCOOHBI K CAMOIIPOU3BOJILHOI ar-
peraiuu B TeTpaMepbl 1 (OPMUPOBAHUIO KOMILIEK-
COB C aKTUHOM, KOTOPHIE CBSI3BIBAIOTCSI C OEJIKOM I10-
Jiocel 4.1 u rnukodopuHom ¢ BI13 nmiasMmaTuyeckoit
MeMOpaHbl. CIIEKTPUH CBSI3BIBACTCS C IOMOIIIBIO aH-
KUpMHA, KOHTPOJUPYSI TaKUM 0Opa3oM Kak JOJIIO
npumeMOpaHHoro I'6 (I'6mM), Tak 1 MexaHUYEeCKUe
cBolicTBa MeMOpaHEBI 3puTponnTa [ 14, 15]. OT™MeTHM,
yto N-KoHen Mosekyabl BII3 comep:xut aHMOHHBIC
LEHTPBI i1 (POPMHUPOBAHUS KOMIUIEKCOB C IJIM-
Lepaabaerua-6-gocdaTaeruaporeHa3omn, aabaosa-
3011, Katajgaszou I'ormm [15—18].

BosmoxHo, uto [Ca?*],,~3aBUCUMbIE U3MEHEHUS
MOBEPXHOCTHOTO 3apsifia Ha BHYTPEHHEH MOBEPXHOCTU
MEMOpaHBI 3PUTPOLIATA PETYIUPYIOT (HOPMUPOBAHME
komiuiekca BII3 u I'6 um sddekTuBHOCTL NepeHoca
KHCJIOpOaa, KOTOpoe OOYCJIOBJICHO NCIOJIIpr3aliueii
MmeMOpaH®sl [ 19]. I1peamonaraeTcs, YTo mpyu UBMEHEHNU
[Ca?*],,, mporcxonuT (hOPMUPOBAHUE KIIACTEPOB OT-
pUMIIATEeIbHO 3apSKEHHBIX OCTaTKOB CUAJIOBBIX KHC-
JIOT Ha TOBEPXHOCTU MeMOpaHbl 3PUTPOILIUTA, UTO
YBEJINYMBAET KOJIMYECTBO cBOOOITHBIX O H-rpymnm tu-
po3una BI13 [3, 20].

B cBs3M ¢ 3TUM 11e1b pabOTHI 3aKITI0Yaiach B UC-
CJIeIOBAaHUM U3MEHEHUST MOP(MOIOTUM, TIOBEPXHOCT-
HOTO TOTEeHLMaNa, a TAKXKe paclpeiceHUs] U KOH-
¢dopMmaimm reMa u 1i106uHA ['0 B 3puTpoumMTax Ipu
BapbUPOBAHUU 3KCTpakieTouHoro Ca??.

MATEPUAJIBI U METO/ bl

OOBEKTOM HMCCIEIOBAHUS CIIYKWIA OTMBITHIE OT
(OPMEHHBIX 3JIEMEHTOB KPOBU 3PUTPOLUTHI, BbIIC-
JIEHHBIE U3 KPOBU 3I0POBHIX TOHOPOB (1 = 10, BO3-
pact 20—40 net). KpoBb 0TOMpanu n3 KyouTaabHOMI
BEeHBI B BaKyyMHbIe Tpooupku (Vacuette, P®D) u xpa-
" npu 4°C B TeuyeHue 3 9 1mocie 3adbopa Kposu. B
KadecTBe aHTUKOATYJISIHTA WCIIOJNb30Bad TelapuH
(20—50 en/mMnm kpoBu). BrlnmelieHHMe >pUTPOLIMTOB
MPOBOJAMIN LIEHTpUyrupoBaHuem KpoBu nipu 1500 g
B Teuenue 5 muH npu 4°C (Laborfuge 400R, Thermo
Scientific, CIIIA). ITosrydeHHBIN cyliepHATaHT OTAC-
JISIIA, @ OCAIOK OTMBIBAJIM B (PU3HOJIOTHYSCKOM pac-
TBOpe AieHa, comepxamiem 145 MM NaCl, 5 MM

BUOJIOTMYECKME MEMBPAHBI

CJIATUHCKAS u np.

KCl, 4 MM Na,HPO,, 1 MM NaH,PO,, 1 MM MgSO,,
5 MM rmoko3sl ¢ go6asienrem CaCl, 1076, 10-3, 104,
5 % 10~* uim 1073 M (Sigma, CIIIA), pH 7.4. Boine-
JIeHHyI0 cycneH3nio spurpouutoB (Ht = 40%) xpa-
Hui 1pu 4°C 1 MCIIONb30Bad B KCIEPUMEHTE B
TedeHue 3 4 TocJjie BbIAeIeHUS.

Brioenenue I'6 u3 cycrieH3uu 3pUTPOLIMTOB IIPO-
BOIWIM CJIEIYIOIIMM 00pa3oM: K CYCIIEH3UU IPUTPOLIM-
TOB n00aBsiu (ocdarhbiii 6ydep (4 MM Na,HPO,,
1 MM NaH,PO,, 1 MmxM CaCl,, pH 7.4) B necatu-
KpaTHOM 00beMe, MOCTIE YETO CYCIIEH3UIO TIIATEIbHO
repeMelnBaIy U LieHTprudyruposanmu rnpu 6000 g B Te-
yeHure 10 MmuH nipu Temrieparype 4°C. CyrnepHaTaHT OT-
Jensnu 1 xpanwnu ipu 4°C. O6paselr MCIToIb30BaIn
B TeueHUe 3 4 MmocJjie BblIeJIeHUS.

HUccaenosanne KoH(opMAIMK TeMa U IJI00OWHA re-
MOIJIOOMHA TIPOBOAMJIM METOJOM CHEKTPOCKOMUU
KoMOMHamoHHoro pacceguusi. Curaan KP nro-
njaa3MaTudeckoro I'0 perucTpupoBagIn ¢ MOMOIIIBIO
KOH(OKaIbHOTO MUKpOocKom-cnekrpoMerpa NTEG-
RA-SPECTRA (NT-MDT, P®) B nuamazone 1000—
3000 cm~!, ¢ marom uzmepenus 0.8 cm~!, perucrparop —
CCD-perextop ¢ Ilenbrbe-oxnaxneHuem go —50°C
(o6BekTUB 5X ¢ arreprypoii 0.15, permerka 600 mTp/mMm),
MOIITHOCTB JIa3epa Ha 00pasie cocTtaBmia 3 MBT, mmmHa
BOJIHBI BO30YXAeHUS 532 HM, BpeMsI pEeTrUCTpalluy
onHoro crekTpa — 15 ¢. UaMepeHust TpOBOAWIIUN TIPU
KOMHATHOII Temmnepatype. s permcrpaliuy crek-
TpoB KP I'G 1 cycmeH3m¥ 3puTpoLIuTOB 00pa3elr mo-
Melllalu B TeMaTOKPUTHBIM Kanwuisip (Arar-Men,
P®) u perncrtpupoBalv Mo TPU CIEKTPa B Pa3HbIX
ToukKax Kamwuisipa. KojimyecTBo moBTOpoB U3Mepe-
HUIT KaXI0# TecTupyeMoii KoHeHTpaunu Ca?t — He
MeHee 12.

Pacnpenenenne ammmryasi KP B Ki1eTke npoBoau-
JIU C OMHOYHBIX KJIETOK, pa3MellleHHbIX Ha MOo-
KPOBHOM CTE€KJIE, NIpU MOMOIIU KOHMOKaIbHOIO
mukpockona-crnekrpomerpa NTEGRA-SPECTRA
(NT-MDT, P®) B nnanasone 1000—3000 cm~!, ¢ mia-
roMm nsmepeHud 0.8 cM~! (06bekTuB 20X ¢ aneprypoit
0.45, pemretka 600 1ITp/MM), IUTMTHA BOJIHBI BO30YXKIE-
HUS 532 HM, BpeMsI TOJIydeHMsT OTHOTO N300paKeHMST —
10 muH. KoamdyecTBO M3MEpPEeHHBIX KJIETOK — 12.
Cnektpbl KP o6pabatsiBasiv B riporpamme Origin2017
(OriginLab Corporation, CIIIA). O6paboTKa curHa-
Jla BKJIIOYasa B ce0s1 BblUMTAaHME 0a30BOM JIMHUU U
criaxkvBaHUeE CIIEKTPOB.

Mg ananunza M3MEHEHU KOH(opMaluy remMa 1
TITO0OMHA MOJIEKYJTBI TEMOTJIOOMHA MCITOIb30BaJIH Be-
JINYUNHBI COOTHOLUCHI/Iﬁ I/IHTGHCI/IBHOCTCI‘/JI I1OJIOC
crexktpa KP [21-24]:

1,17/1,375 — TpynIoBble KOJe0aHUs CBs3eil moty-
KOJIeIl, MUppoJia B rTeMornopgpupuHe, 3aBUCUT OT OeI-
KOBOTO OKpPY:KEHUSI INIOOMHA BO3JIe reMonopduprHa
(XapakTepu3yeT BhIPAXKEHHOCTb CUMMETPUYHBIX U ac-
CHMMETPUYHBIX KOJIEOAHUI TTMPPOJIbHBIX TTOIYKOJEIT);
Ne 3
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1isso/ 11375 — BKJIal CUMMETPUYHBIX KoOJieOaHU
MUAPPOIBHBIX KOJIEll K BaJIEHTHBIM KOJIEOAHUSIM CBSI-
3eil BUHWIBHBIX TPYIII, XapaKTepU3yeT CIIOCOOHOCTh
reMOTJI00MHa BBIAEISTh JTUTaHbI (B ToM uncie O,);

L1640/ 11375 — BKIIaZ KoneOaHWI METUHOBBIX MOCTHU-
KOB K CUMMETPUYHBIM KOJIEOAHMSIM MUPPOTBHBIX KO-
JIel, XapaKTepru3yeT KOH(GOPMalMOHHbIE U3BMEHEHUS
rema;

Lrgs0/ 1330 — BKJIAL CUMMETPUYHBIX KOJIEOaHUt T10
OTHOIICHUIO K HECUMMETPUYHbBIM KoJie0aHUSIM Me-
TUJICHOBBIX TPYIIIT aMWHOKUCIIOT, XapaKTepus3ylo-
W TUTOTHOCTh YITAKOBKY O€IKa;

1930/ hgs50 — BKJIAN KOJIEOAHUI CUMMETPUUYHBIX
KOHLIEBBIX METUHOBBIX TPYMIT K CHMMETPUYHBIM KO-
JIEOaHVSIM METUJIEHOBBIX I'DYNIT aMUHOKHCIIOT, Xa-
paKTepU3yIOIINIT U3MEHEHUE TOJSIPHOCTU OKPYXe-
HUS aMUHOKUCIIOT ITTIOOMHA;

Lrgso/ o3y — BKJIAI KonebaHUIA BOIOPOIHbBIX CBSI3EH
METWJIEHOBBIX TPYIIT aMUHOKHCIIOT TJIOOMHA, XapaKTe-
pusyIonInii KOH(POPMAITMOHHYIO MONBIKHOCTBIO OEJI-
Ka. [1pu yBenmyeHnn mapamMeTpa yBeITU4UBaeTCsl yIo-
PANOYEHHOCTb AMUHOKVCIIOT U TUIOTHOCTD YITAKOBKU
aMMHOKUCJIOT.

KP-cnekrpockonusi B moJIApM30BAHHOM cBeTe. /1151
BBISIBJICHUSI U3MEHEHUI YITOPSIIOYEHHOCTU MOJIEKY-
JISIpPHBIX KOJIeOaHu cBsi3elt rema u rmobuHa KP pern-
CTPUPOBAIU B YCIOBUSIX C PA3TMYHBIMU TTOJIOXKEHUSI-
MM TUIOCKOCTM MOJISIpU3AaliMM Ja3epa OTHOCUTEIbHO
obpasiia [25, 26]. s aToro o6pasiisl pa3sMelnaid Ha
MOKPOBHOM CTEKJIE W PEerucTpupoBaid CUTHaJI OT
OIWHOYHBIX 3pUTPOLUTOB (1151 CD) MIu OT pacTBOpa
I'6. Peructpanuto cniektpoB KP B nonsipuzoBaHHOM
cBete rpoBonnan Ha KP-criekrpomerpe WlTec alpha
300 (Zeiss, 'epmanus) B nmanaszone 200—3100 cm~' ¢
maroM usmepenust 0.3 cm~! (06bexTuB 20X ¢ anepry-
poii 0.45, pemmerka 1800 1rTp/MM), MOIITHOCTH JIa3epa Ha
obpa3ziie — 7MBT, myiHa BOJIHBI BO30Y:KACHHUS 532 HM,
BpeMsl peructpaluu curHaia — 5 c. [Nonspusaiuio
OCYIIECTBJISUIM C TIOMOIIbIO YCTAHOBKU MOJISIPU3ATO-
pa (ThorLabs, CIIIA) o yrinom nojasipu3anuu 0 u
90 rpamycoB B cnieliyaiibHOe oTBepcTue. M3aMepeHust
MPOBOJAWJIM NMPU KOMHATHOI Temneparype. Konunue-
CTBO IIOBTOPOB U3MEPEHUN KaXIOW TECTUPYEMOM
koHueHTpauuu Ca?t — He meHee 12.

Perucrpamms m3meHenmii {-morenmmana. /i peru-
CTpaliy M3MeHeHMi (-MoTeHMana Mmia3MaTHnIecKOoi
MeMOpaHbl 3PUTPOLIMTA CYCIIEH3UIO0 SPUTPOLIUTOB
(Ht = 40%) pazsomumu B 1000 pa3 B Oydepe AiuieHa ¢
COOTBETCTBYIOILENH KoHLeHTpauueit Ca’t. Dkcnepu-
MEHT MPOBOJWJIN B TEPMOCTATUPYEMOIi KIOBETE C 30-
JoTbiMu 3JiekTpomnamMu (Malvern, P®) npu 25°C,
BpeMsI aganTauuy obOpasna K temmneparype — 100 c,
KosmmuecTBo n3MepeHuii 100). KonmmdyecTBo moBTOPOB
U3MEPEHUMN KaXIOW TECTUPYEMOM KOHLIEHTpALUU
Ca?* — ne menee 12. O6paGOTKy pe3yabTaTtoB {-1o-
TeHIMajla MPOBOAMIN C MOMOIIBI MPOrpaMMHOTIO
obecneueHust Malvern u MS Excel.

BUOJOTUYECKUE MEMBPAHBI  tom 38  Ne 3

W3menenuss MopdoIoruy 3pUTPONNUTA M ONTHYE-
ckoii pasHoct xoma (OPX) jyya cBeTa HMTONJIA3MBI
SPUTPOLINTA PETUCTPUPOBATIU METOAOM Ja3epHOit
nHTepdepeHInoHHO# Mukpockonuu (JIMM). Ilo-
cne 10-MUHYTHOM MHKYOAllMM CYCIIEH3UU 3PUTPO-
uToB (5 MKJT) B 1 MJ1 Oycdepa ¢ TeCTUpyeMOii KOHLIEH-
tpauueit Ca?* go6asisim 20 M1 25% IIyTapoBOro
ajipaerua U MHKyOupoBaiu B TedeHUe 60 MUH TIpu
25°C [27]. Danee npobnl ueHTpudyrupoBaiu (Impu
5000 g B TeueHUEe 3 MUH), K OCaKy JOOABIISIIIN 2 M
IUCTWUIMPOBAHHO Bodbl, pecycnieHaupoBanm (Vortex,
BioSan, JlarBus) 1 moBTOpsiiM mpouienypy. CycreH-
3110 (PUKCUPOBAHHBIX 3PUTPOLIMTOB HAHOCUJIW Ha
IIpeIMETHOE CTEKJIO C 3epKaJIbHBIM MOKPHITUEM U
pPEeTUCTPUPOBAIN TomoTrpaduio pacIpeacicHUs Be-
JuanHbl OPX nuToria3Mbl KJIETKU ¢ TOMOIIBIO Jia-
3epHOro MHTEepepeHIMOHHOr0 MuKpockoma (JIMM,
BHUHNOD®U, PD) Ha 6aze MukpouHTepdepoMeTpa
Jlunanka MU -4 (JIOMO, P®D) ¢ oobekTuBOM 30X
(NA = 0.65), ¢ MOIITHOCTBIO J1a3epa Ha OOBEKTE Me-
Hee 2 MBt (A = 650 HM). PasMep perucTpupyemMoro
Kajpa coctaBiisit 195 X 145 mxm. [I1s1 aHanm3a noiay-
YeHHBIX 1300paxkeHuii ncnobp3oBam [13C Bumeoka-
Mepy VS-415U (NPK Videoscan, P®D) ¢ pazamepom mart-
puLBL 6.5 X 4.83 MM 1 pasperneHreM 782 X 582 Todek.
Oo6miee Bpemst peructpaumu coctapisuio 10 ¢c. Komm-
YeCTBO M3MEPEHHBIX KJIeTOK — He MeHee 180. s
BOCCTaHOBJIEHUSI (Da30BOT0 U300paKEeHUST UCTIONb30-
Bayu iporpammy WinPhast (BHUNO®U, PD), a g
PEKOHCTPYKIIMHU M300paxkeHNii — mporpamMmbl F1JI
(ImagelJ, CIIIA) u Origin2017 (Microcal Inc., Origin-
Lab Corporation, CIIIA) [28, 29]. PekoHcTpyKuus
MO3BOJISJIa aHAJIU3MPOBATh M3MEHEHUS BEIUYMHBI
OPX nurorutazMel apuTpouuta (cpenHsisi da3oBast
BBICOTA 3pUTPOLINTA) U TUIoIany KieTku [30—33].

751 OLIeHKM CTaTUCTUYECKOM 3HAYMMOCTH Pe3yib-
TATOB HCITOIb30BANIM ~-KpUTepuii. Pe3yabTaThl cuntaim
JIOCTOBEpHO paziuyarormucs mpu p < 0.05.

PE3VIIBTATHI 1 OBCYXIEHWE

B pabote ucciaemoBaim uameHeHIsSE MOP(OJIOTnu,
cocrosiHue nuTorasMel aputporuTa (OPX) u KoH-
dopMalluu BHYTPUKJIECTOYHOIO TIeMOIJIOOMHA IIpU
BapbupoBaHuM sKcTpakierounoro Ca?t ([Ca?*],,.).
VYcraHosneHo, uto rpu cHmxenuu [Ca?*],,, ¢ 1073 o
10-®* M mopdosiorus 3pUTPOLATA TPAKTUYECKU HE
MeHsIeTCSI, HO yMeHbIIaeTcsa BeandnHa OPX muro-
M1a3Mbl 3puTpouuta (puc. la, 16, Taba. 1). Uccaenys
XapaKTep pacIipelie/IeHUsI BeIMIMHBI THTEHCUBHOCTU
KP remoryiobuHa B sputponute (puc. 1, moJockl
KP-criektpa 1375 u 1580 cm™!), ycraHOBIEHO, 4TO
NpU MHKyOAaLlMKM 3PUTPOLIMTOB B cpexe ¢ 1076 M
[Ca?*],, BeamurHa uHTeHcHuBHOCTU KP remMorioou-
Ha 5pUTPOLUTOB B 2.6 pa3a HUXKE, UeM Y DPUTPOLIV-
TOB, MHKYOMPOBaHHBIX B cpexe ¢ 1073 M [Ca?*],,, a
MaKCHUMaJIbHasl BeJIUYMHA MHTEHCHUBHOCTU CUTHaja
BBISIBJIEHA B 001aCTU OJTMXKe K Kpato KiieTky ripu 1073 M
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CJIATUHCKAS u np.

a 1
250 —[caj=10%M 250 r— [caj =10 M
200
. 2y
= =
© 150 'D.
o =
=) =
o o
o3 100 5
A o
o o
50
0
1 1 1 1 1 1
0 2 4 6 8 10 12 0 2 4 6 8 10 12
Pa3Mep KJIETKHN, MKM PaBMep KJIETKHN, MKM
2 g —I[Ca?*1=10"°M 6 1.250
é :121'(5) ~§ [ 11875
s 4r5iio 22 o 2500
= £505 %2 [ 13125
% ER N 3.750
5 1000 1200 1400 1600 2800 2900 3000 4.375
T3+ YacToTHbIit caBur, cM~! T [ 15.000
(a9} L
4 . E[% [ 15625
8 - T ) 6.250
= 6.875
S 2+ § —
° 2
(5]
=
e
(5]
g1+
]
jan
= L
@]
o
©o
11172/[1375 |11580/11375|[l640/11375|12880/[2930 11172/11375 |11580/11375|[1640/11375|12880/12930
[Ca?*]=10"°M [Ca?*]=10"*M

Puc. 1. 2D-pacnipenenenuie u ¢hazoBblit mpoduiib BenuuruHbl OPX apuTpoiinToB npu 107°M [Caz+]out (@)n 1073 M [Ca2+]out
(6). Ha dotorpacduu npeacrabiieHoO M300paXkeHUE S3pUTPOLIUTA, IToJydeHHOoe MmeTogoM JIMM. o ocu abeimce oT/IoKeHa A1 -
Ha cKaH-TMHUM. JlaHHbBIE TTPeICTaBIEHBI KaK BeTmanHa (a3zoBoro nmpodwis, ycpenHeHHas 1o 180 kierkam (uepHas muHwus) + SE
(SE — cranmapTHast onmobka, cepasi IMHUs ). 8 — COOTHOIIIEeHMEe MHTeHCUBHOCTe nmojioc KP-crniekTpa B apuTponure 1mpu KOH-
ueHTpauusx npu 107° u 107° M [Ca”]out. Ha cdotorpacduu ykazan cpes, 1o KOTOPOMY IIPOBOIMIN PacYeThl COOTHOIIECHUIA.
Cr0oa01BI COOTBETCTBYIOT BEJIMUYMHE CKaH-JIMHUU ¢ 11arom 0.625 HM.

[Ca®"),, v B neHTpe KiaeTku rpu ¢ 1076 M [Ca®"] .
Wrak, npu ymenbmenuu [Ca>],,, dopma spurpo-
1MTa MPAaKTUYECKU HE MEHSIETCsSI, HO HaOomaeTcs
U3MeHeHue JoKanu3auuu curiajga KP remornoduna
B KJIETKE, YTO, BEPOSITHO, CBUIETEILCTBYET O Mepe-
pacnpeneyieHny I'6 B muroriasMe M AeCOpOLIMA MEM-
OpaHocBsi3anHoro I'6. OTMeTMM, 4TO TIpW CTapeHUM
SPUTPOLIMTA TAKKE BEISIBJICHO TiepepacipeneyicHne 1'6 B
LIATOIUIa3M€: YBEIUYEHUE MOJIM IIPUMEMOpPaHHOTO
I'6 u cHU>XXKeHre MOBEPXHOCTHOTO 3apsiia MeMOpaHbI
[34]. B cBs13u ¢ 3TNM UCCIICAOBAIM U3BMECHEHUS BEIY~
Hbl {-TIOTeHIIMaIa MeMOPaHbl U KOH(OPMALIMU TeMa 1
DIOOMHA 3PUTPOLMTA TIpY BapbupoBanuu [Ca’'],,.
YcTaHoBIEHO, YTO NpU yMeHbIneHuu [Ca’*] , ¢ 103

mo 107 M {-morenman Bozpacraer ¢ —15.4 + 0.2 no
—14.5 = 0.3 MB n mpu 60J1ee HU3KMX KOHIICHTPAIINSIX
He MeHsieTrcsa (puc. 2a). OTMeTuM, YTO U3MEHEHUS

BUOJIOTMYECKME MEMBPAHBI

BeJIMYMH (-TIOTEHIIMAIa 3PUTPOLIMTOB COIIACYIOTCS
¢ TaHHBIMU JTUTEpaTypsl |35, 36].

B caenyronieit cepun 3KCNeprMEHTOB IMPU CHU-
xenuu [Ca?*],, ¢ 1073 mo 10° M oGHapyXeHO, 4TO
usmeHeHnss B KP-criektpe BHyTpuKiIeTouyHoro 10
HabmopaoTrca B oonactu 1355—1700 cm~! (puc. 26).
YcraHoBiieHo, 4to yMeHbineHue [Ca?*],, mo 107 M
MPUBOAUT K U3MEHEHHNIO KOH(pOopMalluu remMa 1 rjio-
OMHa: CHUXKEHUE CUMMETPUYHBIX KoJiebaHU OOKO-
BbiX CH-rpynn nupposbHbix nonykoneu (£ 37s/1117)
U yBeJIMUEHME BKJala BaJEHTHBIX KoJieOaHUM BU-
HWIBHBIX TPy remonopdupuna ({sg/liss0) U Cpomd-
cTBa KJMraHnam (/1 3;s/1;sg9). OTMETHM, 4TO ITPU 3TOM HE
MEHSIeTCSl BEpOSITHOCTb HaXOXIAEHUSI TeMa B TJIOCKOM
koHbopMmarn (/i49/1,177), HO CHIKAETCS KECTKOCTD
ero 6eKoBoro okpyxeHust ({,70/1127). 1Ipyn cHIKeHUN
[Ca®],, ¢ 1073 mo 10™* M mpoucxomut yBeardeHHue
2021
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Tab6auna 1. UameHeHus miomanu kiaetku (Scp) u pacnpeaenenus ['6 (OPX) B apurpoire npu u3MeHEHUN [CaH]Out

[Ca?t], M Scp, MKM?2 OPX, Hm OPX/S OPXuenrtp/OPXkpaii
10~ 45.50 £ 0.46 131.56 £ 0.65 2.92+0.05 0.038 £ 0.016
1073 44.52 + 0.96 134.44 £ 0.57 3.30 £0.05 0.072 £ 0.027
104 44.62 £ 0.47 133.86 £ 0.69 3.12£0.07 0.025 £ 0.026
103 44.86 £ 0.60 138.06 = 0.80 3.13+£0.06 0.012 £ 0.007

TUIOTHOCTM YNAaKOBKU TIO0MHA (1hg50/ Ihsg0) Y TIOJSIPHO-
CTU OKPYXeHUs ModuHa (1930/15g50), @ TAKKE CHU-
KeHue yrnopsinoueHHoctTu CH-rpynn aMMHOKHKCIOT
100MHA, YTO MOXKET OBbITh CBSI3aHO C U3MEHEHUEM
MOBEPXHOCTHOTO 3apsiia MeMOpaHbl 1 TIPUCOEINHE-
HueMm moinekyn ['6 k meMmOpane (1hggo/lr939) (pUc. 3).
OtmeTuM, uyTo n3MeHeHM: B ciekTpe KP B obactu Ba-

JIEHTHBIX KojiebaHuii amuHokucaor 2800—3000 cm™!
KP-cnektpa xapakTepHbI TOJIbKO IS T100WHa 10,
TaK Kak Ipu fTaHHOM pexume peructpauuu KP (Bos-
OyXIeHue ¢ AJIMHOM BoJIHBI 532 HM) B obactu 2800—
3100 cM~! KP OT 6€JIKOB M JIMITUI0B MEMOPAHbI PUT-
pouuTa He peructpupyercs [10, 22]. OTrMeTuM, 4TO
npu cHuxenuu [Ca*],,, M3MeHeHHs KOH(pOpMALIUU
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YacToTHBIA COBUT, CM ™

1

Puc. 2. a — 3MeHeHME BEMYMHBI {-MOTEHIMATAa MEMOPaHbI SPUTPOLIATA [TPU USMEHEHHUU [Ca2+]0ut; 6 — cnekTpbl KP aput-
pouuTOB (HOpMUPOBaHHBIE Ha TToJ10Ccy 1280 CM_I) B o0s1acTu, xapakTepusyloleii konebanus B reme (1000—1700 CM_I) M TJI0-

6uHe (2800—3000 cm ).
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Puc. 3. CootHoleHust uHTeHCUBHOCTe rmosioc KP-criekrpa rema v riioGuHa FCMO]"J‘[_?ﬁI/IHa, M3MEPEHHbIE OT CYCTICH3UH SPHT-
pouutoB. [laHHbIe npencTaBiaeHbl Kak cpenHee £ SE (* p < 0.05 otHocuTenbHo [Ca” '], = 1077 M).

JIOOMHOBOI 4YacTu ['G B 3pUTPOLIMTE HAYMHAIOTCS
npu [Ca®*],, 107> M, a usmMeHeHUs KOHGOPMALIMK
rema — nipu [Ca®*],,, 10~¢ M (puc. 3). BeposiTHO, 13-
MeHeHUsI KoHPopMaluy KaKk rTeMOBOM, TaK U IJ100M1-
HOBOI1 YacTU BHYTPUKJIIETOUHOTO ['0 TIpM CHMXKEHUM
[Ca?*],y 1o 10~* M cBsI3aHbI YACTUYHO C U3MEHEHM -
€M TIOBepXHOCTHOTO 3apsa ({-rmoreHuan) MmeMopa-
HBI (Ha 6%), HO B GOJIBINEIT CTETNIEHU C YBEJTMICHUEM
MeMOpaHHOro nmoreHuuana (Ha 25%).

B cBs13M ¢ BBISIBIGHHBIM pa3jiMuuveM B pacrpese-
nenuu I'6 B KiteTke nipu cHkeHuu [Ca?*],, (puc. 1)
B CJEAyIolleil cepuu 3KCHEPUMEHTOB C MOMOIUIbIO
KP-cnexktpockornuu B TOJSIPU30BAHHOM CBETE UC-
clieloBajIv HAIMYKE YIOPSIOUYeHHOCTU B paciipeae-
JeHuu I'0 (roMoreHHoe MJIM HETOMOTeHHOE pacIipe-
nenenue I'0 pasnuuHbix obOnactsax kietku) [37].
YcTaHOBIEHO, UTO aMIUIUTYAda XapaKTepHbIX MOJI0C
KP-cnekrtpa npu nepneHauKyjasipHoi (/,) v napai-
JieibHOM Tnossipu3satmu (/) pasnmuana. [lpu cHike-
nun [Ca’*],, ¢ 1073 1o 107° M usMeHeHus B CIIEKTpE
KP I'6 B aputpouiiTe B HOJSIPU30BAHHOM CBETE BbI-
sgBJIeHBl B obsactu 1355—3000 cm~! (puc. 4). Ycra-
HOBJIEHO, uTO 1ipu [Ca’"],, = 10~ M npu perucrpa-
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uuu KP B IUIOCKO TOJNSIPU30BAaHHOM CBETE BKJIA[
CUMMETPUYHBIX KoiebaHmit 060KoBbix CH-rpymm
MUPPONBHBIX TTOyKoJew (/,375/1,,7) © CIIOCOOHOCTH
I'6 BbIIEAATH IUTAHAB! (OTHOIIEHNE CUMMETPUYHBIX
BaJIEHTHBIX KOJIeOaHU I TUPPOJIOB K BaJIEHTHBIM KO-
JIe0aHWSIM BUHWIBHBIX TPYNIT) (/1375/1550) YBETUN-
BaeTCsl, a BKJaJ BaJCHTHBIX KOJIeOAHUI BUHUJIbHBIX
rpynn remornopupuHa ({;sg0/11550) U MOJISIPHOCTD
OKpyxXeHus1 rnoOuHa ([930/15g59) MO CPaBHEHUIO C
KoHTposieM yMeHbinaetrcd. I[Ipu peructpaium KP B
MEePIEeHANKYISIPHO MOJSIPU3B0OBAHHOM CBETE€ YMEHb-
wenue [Ca?*],, ¢ 1073 10 10¢ M He BiMsiI0 Ha BRI
CUMMETPUYHBIX KojiebaHuit OokoBbix CH-rpymnmn
OUPPONbHBIX nonykonel ([/375/1;,7) U MOJISAPHOCTD
OKpYXeHUs1 TIOOUHA ([r930/lr850), XOTSI MEHSLICS
BKJIaJl BaJICHTHBIX KOJIeOaHWI1 BUHUJIBHBIX TPYIIIT I'e-
mornopdupuHa (11sg9/11559). Takum o6pazom, ¢ ToMo-
mipto nosspusanuu KP, 6bU1u BbISIBIEHB U3MEHE-
HUS CTPYKTYPbI MOJIEKYJIbI (UTO OTpaXKaeTrcsi B Opu-
eHTallMu/BKJIaie OmNpelesieHHBIX TpyIll) WM ee
oJIMroMepusanuy npu usmenenuu [Ca*,,, (puc. 4).

M3BecTHO, 4YTO BaXXHEWIIMMU KOMIIOHEHTaMM
BHEIITHETO MOHOCJIOSI MEMOpaHbl 3pUTPOLIUTOB SIB-
JISTIOTCST He3apsKeHHBIN (ocHOTHUANIXOINH (OKOJIO
Ne 3
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Puc. 4. CooTHolleHne MHTeHCUMBHOCTeil mojoc KP-crmekTpa B MOJISIpU30BaHHOM CBeT€ BHYTpUKJIETOYHOro ['6 mpu
[Ca J']Out =10"°M (a)m 1073 M (6) n BHekJIeTouHoro ['6 ipu [Ca +]Out =10"°M. JlaHHbIe mpeacTaBiIeHBI Kak cpenHee + SE
(* p<0.05 nng CDO orHOcUTENBbHO BHEeKJIeTOUHOTro I'6). CKoOKaMu yKa3aHbI TPYITITBI CPABHEHUS.

28%) n oTpHUIIATEIbHO 3apsKeHHBIE COUHT OB
(cUHTOMUENNH, COCTaBISOIINIA OKolo 26% ot
BCeX IUIMAOB) ¢ N-alleTMIIHEHPaMUHOBOM KMCIIO-
TOI, a TaKKe MIMKOIPOoTenH (ruKogopuH). B meM-
OpaHe TIMKOGOpPUH pacrpencjieH HepaBHOMEPHO
(1okanu30BaH KakK Ha BHEIIHEl, TaK U HA BHYTPEH-
Heil MOBEpPXHOCTH IUIa3MaTUYECKOM MeMOpaHbI) U
COIIEPKUT OOJIbIIIOE KOJIWYECTBO OTPUIIATEIFHO 3a-
PSDKEHHBIX TPYIIT CHAJIOBOI KUCIOTHL. M3BecTHO,
YTO MpU CTAPEHUM IPUTPOLIMTA BEIUYMHA MOBEPX-
HOCTHOTO IMOTeHIIMaja MeMOpaHbl SPUTPOLIATA CHU-
xkaetcst Ha 7 MB (¢ —30.2 1o —23.2 MB) uTo cooTBeT-
cTByeT 2.5 X 10° a71eKTpOHHBIM 3apsaam win 4 X 1013
KyJIOHOB Ha TIOBEPXHOCTU MeMOpaHbl 3PUTPOLIUTA
[1, 36]. Hamu ycraHoBieHo, uto cHkeHue [Ca?*],
YBEJIMYMBAET MMOBEPXHOCTHBII 3apsil, U 3TO COMPOBOXK-
JaeTcst U'BMeHeHMeM KOoHdopMaly rema u riobuHa, a
TaKKe ero OJIMToMepu3alineii (3a CYeT CHYDKEHMS YITO-
PSIIOYEHHOCTH LIUTOIUIA3MBI M JIECOPOLIMU IIPUMEM-
opanHoro 1'6). Obpatumoe cBsi3biBaHue 1'06 ¢ MmeMOpa-
HaMH1 MOXeET OBITh afalITUBHOM peakKlIueil, HalpaBjIcH-
HOM Ha CTaOWIMU3ALIMIO JIMITUIHOTO OUCI0osT MeMOpaH
W/WJIY PETYJISILUIO €T0 YIIPYro-MeXaHUUECKUX CBOMCTB,
M OCYIIECTBIISIETCS 32 CUET JIEKTPOCTATUUECKIX B3a-
umopencreuii I'6 ¢ BIT3 [38, 39]. U3BecTHO, 4YTO
NH,-tepmuHanbHbiii yyactok BI13 mmeer ruOkuii
AHUOHHBIN CErMEHT U MOXET BXOJIUTh B KATUOHHYIO
LIEHTPaJIbHYIO MOJIOCTh Ae30KcuremMorioonHa (al'o),
KOTOpasi 3HAYUTEJbHO CyxKaeTcs MpU cBsi3biBaHuU O,
(aT0 cHuxaeT cpoacTtBo O, k I'6). [Ipennonaraercs,
YTO IIPU CBSI3bIBAHUM MOJIEKYJIbI KHUCJIOPOIa U3MEHE -
HHSI KOH(pOpMAIIMKM TeMa 1 pacloaoKeHUs OIn3iie-
KaIlyx K reMy aMMHOKMCIOT A0 (HampuMep, T31HA)

BUOJIOTUYECKHUE MEMBPAHBI
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YBEJIMYMBAIOT IUIOTHOCTh OTPUILATEJIBHOIO 3apsiia B
LEHTpaJIbHOI moyioctu A6, CIIOCOOCTBYSI CMEIIEHIIO
aHnmoHHoro cermeHTa B BI13 [10].

Beposatho, camxenne [Ca’*],, MeHseT KOHGOP-
MalMIO TeMa U PacIoIOXKEHMs OJIM3/IeXallnX K TeMy
aMuHOKUCIIOT 016 (Hampumep, JIM3WHA) U JIOKaIu3a-
oo aHMoOHHOro cermeHTa bI13 3a cueTr yBenmueHMsT
MeMOpPaHHOTIO MOTEHLIMAJIA Y TIOBEPXHOCTHOIO 3apsiaa.
DTOT IIPOLIECC CONPOBOXIAECTCS AECOPOLUEA MeM-
OpaHOCBsI3aHHOTO OoKcuremorioouHa (oI'6), nl'6 u
MOCJIEAYIOLIEH OJIMroMepu3alueil UTOIIa3MaTU-
yeckoro ol'6, 4To MeHsIeT KUCJIOPOATPAHCIIOPTHEIE
CBOMCTBA 3PUTPOLIUTA.

UccnegoBanue BBIMOJHEHO TIpU (PUHAHCOBOI
POOU (Ne 20-34-90073, nna C.O.B.) u PHO®
(Ne 19-79-30062, mna M.I''B. u B.H.A), a Ttakxe
MeXaucuunjinHapHOW  HaydYHO-00pa30oBaTeIbHOM
IIKOJIbI MOCKOBCKOTO yHUBEpcUTeTa “MoeKkynsp-
Hbl€ TEXHOJIOTUM XUBBIX CUCTEM U CHUHTETUYECKasl
Ouosiorus”.
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The Role of Extracellular Ca?* in Regulating the Distribution
and Conformation of Hemoglobin in Erythrocytes

0. V. Slatinskaya!, N. A. Brazhe!, S. N. Orlov!, and G. V. Maksimov" > *
'Lomonosov Moscow State University, Biological Department, Moscow, 119892 Russia
2National University of Science and Technology “MISiS”, Moscow, 119049 Russia
*e-mail: gmaksimov@mail.ru

It was found that a decrease in the concentration of extracellular Ca?* ([Ca? *],,,) leads to an increase in the

surface charge of the membranes of human red blood cells (RBC), which is accompanied by a change in the
conformation of heme and globin, as well as a decrease in the ordering of the cytoplasm and the content of

membrane hemoglobin. It was found that in the range of [Ca? *],,, from 1073 to 10-° M, the morphology of
RBC remains almost unchanged. With a decrease in [Ca?*],,, from 1073 to 5 x 10~* M {-potential increases
from —15.4 £ 0.2 to —14.5 = 0.3 mV and the value of the mean phase height (OPD) of the cell cytoplasm de-
creases. At [Ca? Now = 10-¢ M, the maximum value of the Raman intensity of intracellular hemoglobin (Ra-
man spectra bands of 1375 and 1580 cm™!) is 2.6 times lower than that recorded at [Ca”]Out =10"3Mand is
observed in the center of the cell. A decrease of [Ca?*],,, to 107® M leads to a change in the conformation of
hemoglobin heme in RBC: a decrease in the symmetric vibrations of the side CH-groups of pyrrole rings and
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an increase in the stretching vibrations of the vinyl groups of hemoporphyrin and the affinity of heme for li-
gands. At the same time, the probability of a flat conformation of heme does not change, but the rigidity of
protein environment decreases. A decrease of [Ca?"],,, from 1073 M to 10~® M causes changes in the globin
conformation: a decrease in the ordering of the CH-groups of globin amino acids, increase in the globin
packing density, as well as the polarity of the globin environment is observed. On the basis of these observa-
tions we suggest that a decrease in [Ca2+]0ut changes the conformation of the heme and the location of the
amino acids dHb close to the heme (for example, lysine) and the localization of the protein band 3 anionic
segment due to an increase in the membrane potential and surface charge that leaves the cationic central cav-
ity of dHb. This process is accompanied by desorption of membrane-bound oxyHb and subsequent oligom-
erization of cytoplasmic oxyHb, which changes the oxygen transport properties of the erythrocyte.

Keyword: Raman spectroscopy, hemoglobin, conformation, erythrocyte, red blood cells, extracellular calcium
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JduvcnunuuaeMuio U TUIeprIMKeMUI0O MOXKHO pacCMaTpUBaTh KaK MIPUYMHY U CJIEACTBUE Pa3BUTHSI CaxapHO-
ro nuadera 2 Tuna (CH2T). DTu cocTosTHUsI CBSI3aHBI ¢ 00pa3oBaHUEM MajIoHOBOro nuainbaeruaa (MJIA) u
metwirnokcaisi (MI'O), koTopble MPeACTaBISIOT COOOI pe3ybTaT MEePEeKUCHOTO OKMCIEHUS JIUITUIOB
OUOJIOTUUECKUX MEMOpaH U OKMCIUTENbHBIX TpeBpalleHuit rioko3bl. CpaBHeHue 3dhdexkroB MIOA u
MTI'O Ha sHIOTeMaTbHbIE KJIETKU MTyMTOYHON BEHbI YeJIOBEKa, BHINIOJHEHHOE B JaHHOI paboTe, mokasaio,
yro MJIA, B oTiume ot MI'O, HapymaeT 6apbepHYIO (PYHKIIMIO SHIOTENIMS, aKTUBALIMIO MHCYJIMHOM PI3-
KWHA3HOIO Kackaja u cuHTe3a okcuaa azora (NO). MJIA noaasisil akTUBaLUMIO TPpOTeMHKUHA3bl B (Akt)
u sHgoTennanbHoii NO-cuHTassl (eNOS), HO He 3aTparMBajl aKTUBAIIMIO CyOCTpaTa MHCYJIMHOBOIO pe-
uenTopa (IRS). [TonydyeHHbIe pe3ybTaThl CBUAETEIBCTBYIOT O TOM, YTO MJIA MOXET BHOCUTb BKJIAJl B IUC-
GYHKIIMIO 3HOOTENIMs Ha paHHUX 3Tanax pa3Butus CI2T.

KitioueBble cjioBa: MaJJOHOBBIM AUATIbAETH, METWITJIMOKCAb, MHCYJIMHOBLIN Kackan, NO, HUVEC, snno-

TeJVaJIbHBIN 6apbep
DOI: 10.31857/50233475521030087

BBEAEHWE

OxupeHue U OUCIUMMACMUS BBICTYIIAIOT BEoyII-
MU (akTopamMy pUCKa pa3BUTUSI MHCYJIMHOBOW pPE3U-
CTEHTHOCTH U caxapHoro nuatdeta 2 tuna (CI2T) [1, 2].
IIpennomaraercs, 4To AUCHYHKIINAS COCYAUCTOTO DH-
JIOTEJINS MOXKET CBSI3BIBATh OXKUPEHUE U paHHUE Ta-
tonorndyeckue npouecchkl CH2T ¢ pa3ButueMm cep-
JIEYHO-COCYOUCTHIX ocjioxkHeHut [3, 4]. IIpu oxu-
penun wu CH2T ypoBeHb UUPKYJIUPYIOIIUX
cBOOOAHBIX XUPHBIX KucaoT (CXKK) 3HauuTesbHO

Cokpamenusi: ADK — aktuBHbIe hopMbl Kuciopona; MI'O —
MeTwiIrinokcanb, MJIA — manoHoBbiit nuanpaerun; CI2T —
caxapHbIit nuadet 2 Tnma; C2KK — cBobomHast XXrupHast KUCJO-
Ta; TOC — TpaHCOIHAOTEIMAILHOE 3JIEKTPUUECKOE COMPOTUB-
nenue; DAF — 4-amuno-5-metmiamuno-2',7'-nudropdiiioo-
pecuenH; EBM — 6a3oBasi muraTesbHas cpena KyJIbTUBUPOBa-
HUS 3HIOTeIUabHBIX KieToK; EGM — murarenbHasi cpema
KYJIBTUBUPOBAHUS SHIOTEIMAbHBIX KJIeTOK; eNOS — sHgoTe-
mmanbHasts NO-cunrasza; HUVEC — sHuotenuaibHbIE KIIETKHU
nyno4yHoii BeHbI yeaoBeka (human umbilical vascular endothe-
lial cells).

MOBBIIICH U COCYIMCTBI DHIOTEIUN MEePBBIM HUC-
nbiTeiBaeT KOHTAKT ¢ CXKK. B pe3ynbTaTte pa3Buba-
€TCsI JIMIOTOKCUYHOCTh, OKUCIUTEIbHBIN CTpecc U
BO3HUKAIOT BOCHAJIWTENbHbBIE peakllui B DHIOTE-
Juu cocynoB [5—7]. I1pu aToM Hapyl1aeTcsl akTUBa-
LIAsI UHCYJIMHOM pEeLIENTOPHOTO KacKaja, BKJIoYa-
o1uiero cyoctpaTt uHcyJInHoBoro peuentopa (IRS),
PI3-kuHna3y, nporeuHkuHaly B (Akt) u sHmorenun-
anbHyo NO-cuHTaszy (eNOS); nagaet cunTe3 NO u
YCUJIMBAETCST BA30KOHCTpUKILMS [8—11].

OKUCIIUTEIBHBIN CTpecC M BOCHAIUTENIbHbIE pe-
aKIIUM CBSI3aHBI C MOSIBJICHUEM B CTEHKE COCYyIa aK-
TUBHBIX (hopM Kuciopoaa (ADK), MmanoHoBoro nu-
anpaeruga (MJIA) ¥ OpoOOyKTOB OKUCIUTEIBHOTO
MpeBpalleHUS IITI0KO3bI, TAKUX KaK METUJITIIMOKCAb
(MTI'O) [7, 12—14]. I1oBsIIeHHBIN ypoBeHb MJIA Xa-
pakTtepeH a1t nmaumeHToB ¢ CI2T [15—17] m ceprmed-
HO-COCYIMCTBhIMM 3a00neBaHusIMHU [ 18, 19]. MJIA s1B-
JIIETCSI IPOAYKTOM ITePEKMCHOTO OKUCICHUS JIUTTUIOB,
KOTOpOE YCWJIMBAETCS TIPU OKUCIUTEIBHOM CTpecce 1
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npoaykuuu n3obITodHbXx ADK [20]. B otiinuue ot
MIA mipmamHoi HakormreHuss MI'O, rimokcansa u
3-Ie30KCUTIIIOKO30HA CJIYKUT BBICOKWI YpPOBEHb
TITIOKO3BI M IPYTUX YIJIeBonoB B KpoBH [21]. HecMmoTps
Ha To, yto mis1 CJ2T xapakTepHBI KaK TUIICPIUATINAC-
MU, TaK U TUMEPIIIMKEMMUSI, TOBBIIICHUE YPOBHS
CXK xapakTepHO IJISI TIEPpBUYHOTO OXKMPEHUS, KaK
ocHOBHoOTO dakTopa pucka passutusg CJ2T [22].

Panee Mbl 0OHapyxunu, yTo MJIA BIUseT Ha IU-
TOCKEJIET U LIEJIOCTHOCTh 9HI0TENAIbHOIO 6apbepa,
BBI3bIBasi TUCHYHKIIUIO MOAEIBHOIO SHAOTEIUS Ye-
smoBeka EA.hy926 [23]. OgHaKo ocTayicst HEBBISICHEH-
HBIM BOTIpOC, BAusieT iu MJIA Ha aKTUBHOCTb UHCY-
JIMHOBOTO Kackana, cuHTe3 NO U 3HI0TeIaTbHbIN
6apbep MEPBUYHOTO COCYIUCTOTrO SHAOTEIUS Uesio-
Beka. B naHHoOi1 paboTe Mbl MPOBEJIN CpaBHEHUE TIPSI-
MbIX 3(phexktoB MIAA 1 MI'O Ha aKTUBHOCTb MHCY-
JIMHOBOTO Kackaaa U cuHTe3 NO B 9HIOTeJIMabHbBIX
KJieTKax IyrnouHoit BeHbl yesoBeka (HUVEC). Mrbl
OOHapyXwWiu, 4To, B otimure oT MI'O, MJIA Hapy-
maeT 6apbepHyl0 (hYHKIUIO TTOKOSIIETOCs HI0TEe-
JINAJIbHOTO MOHOCJIOS, aKTUBALIMIO MHCYJIMHOM Akt,
eNOS u cunresza NO. [To-Bunumomy, MJIA He Ha-
pylaeT aKTUBALIMIO MHCYJIMHOBOTO PELIETITOpa U €ro
HernocpeACcTBeHHOM MullieHu, 6enka IRS. [TomyueH-
Hble Pe3ybTaThl COTJIACYIOTCSI C TUIOTE30i O TOM,
yto MJIA MOXET BHOCUTh BKJIAJ HA PAaHHUX dTamnax
pasButust auchyHkuuu sHpoteaus npu CI2T u
OXWPEHUHU, B TO BpeMs Kak aeiictBue MI'O peanusy-
€TCsl Ha ero 6oJsiee MO3MHUX CTaAUsIX, CBSI3aHHBIX C
XPOHUYECKOU TUTIEPITIUKEMUEHA.

MATEPHAIJIbI 1 METO/IbI

Marepuagsi. O0111e1a00paTOPHBIE PEAKTUBHI, 3K€-
JnatuH, 1,1,4,4-TeTpasToKCUIIporiad (1 IoJIydeHUs
MJIA mryteM KuciioTHoro ruaponn3sa) 1 MI'O npuo6-
peramu y dupMbl Sigma-Aldrich (CIIHA) u ucrosnb3o-
BaJIi, Kak onricaHo paHee [23]. CtaHmapTU3NpOBaHHAS
6aszoBasl TATATe/bHAsl cpefa ISl KyJETHBUPOBAHMS
sHpoTeanaabHbIX KiaeToK (EBM), cranmaptu3upo-
BaHHas MMUTATeNIbHAsI cpeaa ¢ hakTopaMu POCTa SH-
JIOTEJIMAJIBHBIX KJIETOK, conepKamnias 3.5 MM IIoKo3b1
(EGM-2MV) u kapHUTUH npuodpetanud y (hupMbl
Lonza (IlIseitnapus). [leHUIMIIMH U CTPENITOMM-
nuH — y ¢upmbl Gibco (CIIIA). a1 HOpMUPOBKU
oO1iero 6enka B oOpa3lax 1 *UMMYHOOJIOTUHTA UC-
noyib3oBan Habop peaktnBoB BCA Protein Assay
Kit (ThermoFisher Scientific, CIIIA). B pabore nc-
MOJIB30BAJIM CJIEIYIOIIE IIEPBUYHBIC aHTUTENA (PUPMBI
Cell Signaling (CILIA): ¢ocdo-IRS1 (Y612, #3203),
docho-Akt (Thr308, #9275), docdo-Akt (Serd73,
#4060), Akt (#4691). AHTUTEea TIpOTUB (pocho-eNOS
(Serl1177, #612392) npuobpetanu y ¢upmbel BD Bio-
sciences (CIIIA), aHTuUTena NOPOTUB BUHKYJIMHA

BUOJIOTMYECKME MEMBPAHBI
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(#ab18058) y oupmbr Abcam (CIIIA), aHTHTEIa TPOTUB
6enkoB, MoguduipoBaHHEIX M/IA (ki1oH 12E7) nnn
MTI'O (xmon 6D8) 6pu onucaHbl paHee [23]. Uc-
MOJIb30BAJIM BTOPUYHBIE, KOHBIOTUPOBAHHBIE C TIE-
POKCUIA301i XpeHa, aHTUTeJIa KO3bI IIPOTUB aHTUTET
kponuka (Cell Signaling, #7074) n aHTUTelIa KPOJIH-
Ka IpOTUB aHTUTEI MbIH (Sigma, #A9044).

KyasTusupoBanue HUVEC. DHuoTenuii U3 BeHbI
MMYTOYHOTr0 KaHATUKAa YeJIOBeKa BbIAESUIN ITyTeM 00-
paboTKM TKaHU KoJulareHa3oii. BolneneHHbIe KIeTK!
BBICAKMBAIA Ha TTOKPBITHIE XKeJIATUHOM YalllKU MeTpU 1
KyJIbTUBUpOBau B cpeae Mrna, MoauduimpoBaHHOM
o cnocoby dynsoekko (DMEM), conepxareit 10%
deTanbHOM ObIubeit chiBOpoTKU, 200 MKT/MII (hakTOpa
pocta sHgoTtenus, S0 ex/MiI neHuIUIMHA, 50 MKT/MI
CTpenToMUIIMHA U 5 en/MJ rernapuHa. [Ipu noctu-
JKEHUU KOHMJIIOOHTHOCTU KJIETKM TlepeceBau C UC-
monb3oBanueM 0.05% pactBopa TpuricuHa. B akc-
MepUMEeHTax UCTOJb30BaIN KJIETKM 2—3 Taccaxka,
0COOEHHOCTHU YCIOBUI KYJIbTUBUPOBAHUSI yKa3aHbI B
COOTBETCTBYIOILIMX pa3aeiax.

ITponunaemocts MmoHocaosds HUVEC. I ouleHKHU
MPOHUIIAEMOCTU U3MEPSIIU TPAHCAIHIAOTEINATBHOE
aeKTpudyeckoe corpoTuBiaeHue moHocaoss HUVEC
(TOC). Kietkn KynbTUBUpOBad B aTMochepe 5%
CO, nipu 37°C B nuratenbHO cpene EGM-2MV, no-
TTOJIHUTEJILHO copepxkapiieii 2 MM rimyramuHa, 50 MKM
kapHuTiHa, 100 en/mn neHuiwuHa 1 100 MKT/MI
crpentoMuiimHa. KiieTku BbhIcakyBaJid Ha TMOKPbI-
Thie 0.2—1.0% pacTBOpOM KeJaTUHA 30JI0ThbIe DJIeK-
Tponbl B 8-TyHOUYHbIe maHmeTsl SWI1E u usmepsiiu
TOC B pexume peaJbHOTO BPEMEHM C MOMOIIbIO
nmpudopa ECIS-z (Applied Biophysics, CIITIA). ITuta-
TEJIbHYIO Cpefy €XeIHEeBHO 3aMEHSIJIU Ha CBEXYIO 10
dopMUpPOBaHUSI MOHOCJIOS U TIOCJIeAyIoleil cTadu-
Juzauuu B TedyeHue 24 4. Ilepen BHeceHuem MJIA
win MI'O nutaTeNbHYIO Cpely yaalsuid U MHKYOu-
poBayiv KJieTku B TeyeHue 2 4 nipu 37°C B pacTBOpe
XeHkca.

HNsmepenne NO. Knerku HUVEC BricaxuBanu B
96-1yHOYHBIE TUIAHILIETHI C TIPO3PaYHBIM THOM U 3a-
TeMHEHHBbIMU cTeHkaMu (Uclear black, F-bottom,
Greiner Bio-One, ABctpust), mokpsithie 0.2% Xkemna-
TUHOM, U KyJIbTUBNpoBaiu B cpene EGM-2MYV, kak
ykazano BbIIe. /g namepennst NO K KieTkaM BHO-
cium 2 MkM DAF-FM nnanerara B NpUCYTCTBUH
1 MM nipo6enennna (o6a — Invitrogen, CILIA) 1 15 MM
HEPES B 6a30Boit mutatensHoii cpene EBM u ctu-
mymupoBanu kiaetkn 100 HM uncynmuHoMm (Novo Nor-
disk, Janust). @nyopecuenmmio DAF peructpupoBani
¢ moMonisio MuKkpockomna AxioVert 200M (Zeiss, I'ep-
MaHus), 00OPYIOBAaHHOIO BBICOKOCKOPOCTHOI KaMe-
poit AxioCam HSm ¢ CCD-Mmarputieii ¢ oxmakaeHAeM.
Ilepen BHecenmem DAF-FM omnpenensiim (hOHOBBIE
Ne 3
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3HaueHus duyopecueHuuu (Fy), mocie BHECEHUST —
HavajbHoe 3HaueHue (F;), 3aTeM 100aBIsIv UHCYIUH
WJIM PaCTBOPUTENb U U3MEPSLITU ityopecieHUuIo (F) B
TeX Ke MOJISIX 3peHusi, rae U F, u F,, ¢ UHTepBaJIoM B
10 MUH ¥ MUHUMaJIbHBIMU BpeEMEHAMU 3KCHO3UIIUU
BO u3bexaHue 3(p¢eKToB BuiropaHus. s Kaxaoi
TOUYKM PETUCTPUPOBAIU 4 Pa3IUUHBIX MOJISI 3PEHUS.
Hakonnenue NO paccuuTbiBaad I10 U3MEHEHUIO
dayopecuenun DAF, ucnonb3ys ¢dopmyny (F —
— F,)/(Fy — F,), B TMHEI{HOM y4yacTKe 3aBUCUMOCTU
MOBBIIIEHUST (PIIyOpPECLIEHLIMU OT BpeMEeHU MHKYOaluu
KJIETOK C MHCYJIMHOM (Kak mpaBuio, 30 win 40 MuH).
IMonyyeHHbIEe 3HAUEHWSI HOPMATU30BaIU K CPEIHUM
3HaYeHUSIM (hJIyOpeCLIEHIIMU B KOHTpoJIe 6e3 100aBOK.

HNvmyno6aorunr. MoHocnoit HUVEC BbeIpaiu-
Baau B MOKPHITBEIX 0.2% XenaTUHOM 6-JTyHOYHBIX
IUIaHIIeTaX KakK oINucaHo BhilIe. KieTku ctumymnu-
poBann 100 HM uHcynmnHa 6e3 IIpeaBapuTeIILHOM JIie-
MPUBALAM OT CBIBOPOTKU. KileTKM ITpoMbIBaIn oxJia-
KIEHHBIM Ha JIbIY PAaCTBOPOM XEHKCA U IM3UPOBAIU
B 2-KpaTHOM Oydepe i1 oopa3uos 1o JIsammnu, mo-
MOJTHUTEJBHO COACPKABIIEM KOKTCMIb WHTUOUTO-
poB 1ipotea3d n docdara3 (ThermoFisher Scientific,
CIIA). Kietounyro AHK paspyiiianm MmexaHU4ecKu,
TpoIrycKkast oopaszern 5 pa3 yepe3 nuriny 30G, o6pa3isl
nporpeBayu npu 60°C B TeyeHue 25 MUH, LHeHTpUdy-
ruposanu nipu 16000 g mpu 4°C B TeueHue 10 MUH.
MNMMyHOOIOTUHT M peTUCTPAIIAIO XEMITIOMWHECIICH -
MU TIPOBOIMIIN, KAK OITMCaHo paHee [23], ¢ ncrnoib-
3oBaHneM Habopa peareHToB Clarity ECL reagents
(Bio-Rad, CIIIA) u cuctemsbl 111 Busyanuzanuu Fu-
sion-SL 3500WL (Vilber Lourmat, ®panumus). Mem-
GpaHbI OJJOKMpOBaIN 5% pacTBOPOM OOE3KUPEHHO-
ro MoJjioka (njsg antu-MJIA antuten) unu 0.2% pac-
tBopoMm KazenHa (I-Block™, Fisher Scientific, CII1A)
(m1sa antu-MI'O aHTHTETT) B TPUC-COJIEBOM Oydepe
nmob6asneHreM 0.1% Tween-20 (TBST) u okpammBa-
JIU aHTHUTEJIaMU, PACTBOPeHHLIMU B 1% pacTBope
obe3xxupeHHoro mojioka B TBST.

CraTucTHyeckas oOpadoTKa maHHbIX. JlaHHEIC
aHaJIM3UPOBAJIY C MOMOIIILIO KpuTepusi CThloJeHTa U
MpeACTaBIsLIM KaK cpeaHue + cTaHIapTHOE OTKJIO-
HeHue (SD). Paznuuus cuuTaiyd CTaTUCTUYECKU 10-
cToBepHbIMU TTpM 3HaueHus1x p < 0.05. Bce akcrniepu-
MEHTHI MPOBOJAMIIN HE MEHee TpeX pa3 ¢ 3—4 mapai-
JISJIbHBIMU U3MEPEHUSIMU.

PE3VJIBTATHI

MJA nu MI'O moaudmmmpyioT pa3Hble OeJIKi B KJIeT-
kax HUVEC. Yto0bI TonTBepauTh (GyHKIMOHATLHOCTD
MIA 1 MI'O n paznmnune MX OCIKOB-MHUIICHEN B
xiretkax HUVEC, mbI ncrionp3oBayii antutena 12E7 u
6D8, n3bmupaTeIbHO pearupyrolme ¢ 6eJIKaM, MOIM-
¢umpoBanHbiMM MIA wm MI'O, cooTBeTCTBEHHO.

BUOJIOTUYECKHWE MEMBPAHBI
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aHTU-
MI'O

aAHTU-

x/lla MJA

250 -

il

150 -

100 -

75 -

50 -

37 -

25 -

20 -

15 -

10 -
MIA, 100 MkM = — — — +

MTIO, 100 MkM — + - —

Puc. 1. MJA u MI'O MmoauhuuupyIoT pa3anyHblii HAG0p
6enkoB B kinetkax HUVEC. Kietku 6butn 06paboTaHbl
100 MmxM MJA nmm 100 MxM MTI'O B TeueHue 4 4, Kak
MOKa3aHO BHU3Y, JIM3UPOBAHbl U MPOAHAIM3UPOBAHBI C
TOMOIIIbI0O UMMYHOOJIOTUHIA, KaK O0O3HAaYe€HO CBEpXY.
TToka3aHbl perpe3eHTaTUBHbIE MeMOpaHbI U3 TpeX He3a-
BUCHUMBIX 9KCIIEPUMEHTOB.

Mmvmyno6smotunr auzatoB HUVEC, o6paboTtaHHBIX
100 MxM MJIA unu 100 MxM MTI'O, BeISIBUI pa3ind-
Hble Habopbl MomudUIIMpyeMbIX OenkoB (puc. 1). B
KOHTPOJIBHBIX KJIETKaX ObLI OOHapy>XeH HEeKMid (o-
HOBBI CUTHAJI, KOTOPbIA 3HAYUTEIBbHO YCUJIMBAJICS
rocJjie 0opadboTku kietok MIIA nmu MI'O. IlepekpecT-
HOTr0 B3aUMOACHCTBYS aHTUTE He HaOII0AaIoCh. DTH
pe3yabTaThl 03HavaoT, 4yTo B KieTkax HUVEC nmMeror-
csl pa3Hble MUILIeHU npsimoro neicteust MJIA u MI'O.

MJA, vo ne MI'O, HapymaeT 3HIOTeIUATbHBIMA
0apbep M CTUMYJIMPOBAHHBI HHCYIMHOM cuHTe3 NO B
kierkax HUVEC. Uzmepenne TOC mokaszano, 4To
npsimoe Bozaerictere MIA (100 MkM) BenmeT K ObICTPO-
MYy TTOBBIIIIEHMIO TIpoHMIIaeMoctr MoHocnost HUVEC,
KOTOpOE€ YCUIIMBAIOCH C TEYUEHUEM BPEMEHMU; B TO K€
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HopmanuzoBaHHOe
COIIPOTUBJICHUE MOHOCIOS

CAMCOHOB u np.
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Konrponb Wncynun

Wucynun + MJIA

WUucynun + MI'O

Puc. 2. Biusaue MJIA u MI'O Ha npoHuiiaemoctb MoHocios 1 cuHTe3 NO B kiietkax HUVEC. a — M A (100 MkM) cHuKaeT
COTIPOTUBJIEHUE SHOOTEIMaIbHOTO 6aphepa B otiuure or MI'O (100 MkM). 3rauenus TOC HopMUpOBaHBI 10 6a30BBIM 3HA-
yeHUsIM TOC, Kotopsle coctanisin 12 KOM; cTpesikoit o6o3HadeHo BpeMst nobasieHuss MIAA / MI'O. I1oka3aHbl perpe3eH-
TaTHUBHBIE PE3YJIbTaThl U3 5 HE3aBUCUMBIX 9KcnepuMeHTOB, p < 0,01 nia MJIA npoTtuB KoHTpoJis. 6, ¢ — MIA (100 MkM) B
otinuure ot MI'O (100 MxM) 6stokmpyeT cuHTe3 NO B OTBET Ha CTUMYJISIIIMIO KJIETOK MHCYJTMHOM. 6 — Mi3MeHeHus diryopec-
nenuun DAF B kieTkax (cpenHue 3HadyeHust = SD, * p < 0.05 B cpaBHEeHUH ¢ KOHTpOJIeM 6e3 00paboTKM KIJIETOK, # = 3); yClio-
BUST 00pabOTKM KJIETOK yKa3aHbl BHU3Y. 8 — Pernpe3eHTaTuBHbBIE N300pakeHU s, WUTIOCTPUPYIOIIE U3MEHEHUS (PIyopecLieH-
1 DAF B kiieTKax mocje CTUMYJISILAK U UCTIOJIb30BaHHBIE 1JIsI KOJIMYeCTBEHHOTO aHanM3a, PUBEISHHOTO Ha MaHe ! 6.

Bpemst MI'O (100 MxM) Takoro aeficTBUsI HE OKa3bI-
Bas1 (puc. 2a). Ilpu aTOM HMcCHOJb30BaHHASI KOHIIEH-
Tpauus MIIA cOOTBETCTBYET MaKCUMaJIbHbIM 3Have-
HUsM, a KoHUeHTpauuss MI'O B 40 pa3 mpeBbIlIacT
MaKCHMaJIbHbI€ 3HAYEHUsI, JOCTUTAEMbIE B COCYTMCTOM
cucteMe [23]. I1pu nsmepenuu yepes 4 4 UHKyOaLIMU B
npucyrctBuu 100 MkM MJIA i 100 MkM MT'O ctu-
MYJIUPOBAaHHBIM MHCYIMHOM cuHTe3 NO Hapyiaucs
ToJbKO Mof aeiictBueM MIIA (puc. 26 u 26). DTu Ha-
OJIIOACHUST COTJIaCyIOTCS C HAIlMMU paHee MOoJTydyeH-
HBIMU TaHHBIMU O HapylleHUU OapbepHON (DyHKIIMU
KYJIETUBHPYEMBIX HIOTEINAIbHBIX Ki1eToK EA.hy926
non neictsuem MJIA [23].

MJIA, v0o He MTI'O, nogasasier akruBanuio eNOS
HHCYJIMHOM. B KJIeTKax sHIOTeNIuns KITIOUEeBYIO POJIb B
WHCYJMHOBOM CUTHAJIbHOM KacKajie B HallpaBJICHUU
cuHTe3a okcuma asota mrpaior IRS, Akt m eNOS
(puc. 3a). YroOs! BeiscHUTH BaustHue MIA u MI'O

BUOJIOTMYECKME MEMBPAHBI

Ha aKTUBHOCTb MHCYJIMHOBOTO KacKaa Mbl OLICHUJIU
YPOBEHb aKTUBUPYIOIIETo (pochoprmanpoBaHUsI STUX
oenkos B kietkax HUVEC. Kak BunHo u3 puc. 36 u
3¢ uHCYNIUH BhI3EIBal (pochoprmnupoBanue IRS mo
Tyr-612. DTOT OCTAaTOK pacHoO3HAETCS PETyIITOPHOMI
cyobenuHuiieii PI13-kuHa3bl, CBSI3BIBAHME KOTOPOI
aKTUBUPYET BTOT (epMEeHT. AHAJTOTMYHO WHCYJIWH
MOBBIIIAT YPOBEeHb (oCHOPUIUPOBAHUS OCTaTKa
Thr-308 B aktuBarmmonHoii netiie Akt (puc. 36 u 3e),
a TakKe octaTka Ser-473, pacojIoXXeHHOI'O B THIPO-
¢$o0OHOI1 TTIOCIeI0BaTEIbHOCTY (pepMeHTa U HE00X0-
JIMMOTO JUISI MaKCUMaJibHOM akTuBaluu Akt (puc. 36
u 30). UHCynuH TakKe CTUMYIMpoBan ¢ochopmin-
poBanue eNOS 110 octaTKy Ser-1177, yyacTByioiieMy
B aktuBaumu NO-cuHTa3kl (puc. 36 u 36), 1 ycuiu-
Baj cuHTe3 NO (puc. 26 u 28). MI'O (100 MxM) cy-
IIECTBEHHO HE BJIWSJI Ha aKTUBALIMIO UWHCYJIUHOBOIO
Kackama. CrieayeT OTMETUTh, YTO NPW WHKYOaInu
Ne 3
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Puc. 3. Biustnue MJIA u MI'O Ha dochoprinpoBaHue 6eIKOB MHCYJIMHOBOIO CUTHaILHOTO Kackana B kiietkax HUVEC. a —
Cxema akTuBalMu cuHTe3a okcuna azota (NO) 3a cueT nmepemaum CUrHaia ot perenTopa nHcyiamHa (mTorC2 — BTOpoit KoM-
mwiekc mTOR, PIP3 — docharuaununosuron-3,4,5-tpuchocdar, PDK1 — dochonHosutua-3aBucumas Kuasza-1). 6 — Pe-
npe3eHTaTuBHbIE MeMOpaHbl 1n3aTtoB KiieTok HUVEC, ctumynupoBaHHbiX 100 HM MHCYJIMHOM II0C/Ie MHKYOAlIMK B IPUCYT-
crBum 100 MM MIA unu 100 MkM MTI'O, nocie oKkpacku aHTUTEJIaMU, CIIEIMMUIHOCTh KOTOPBIX YKa3aHa cjieBa. 6—e — Cra-
TUCTUYECKUI aHaJIM3 Pe3yJbTaToB, MpeacTaBiIeHHBbIX B 6. [lokazaHbl cpeaHue 3HaueHuss = SD M3 Tpex He3aBUCHMBIX
9KCIEPUMEHTOB. Y CI0BUsI MHKYOALIMY 0003HAYECHBI B HYDKHEM YaCTU MaHeIe.

kietok ¢ MIA (100 MmxM) aktuBanus IRS coxpansi-
Jachk (puc. 36), HO cTeneHb ochopunupoBaHus Akt
n eNOS He yBenuumuBaiach (puc. 36). DTO 3HAYMUT,
yro MJIA, ckopee Bcero, He BAUSET Ha aKTUBAIIMIO
MHCYJMHOBBIX PELEITOPOB, HO TIpephIBACT Mepeaavy
curHazia Ha nociaenyiomunx 3a IRS sramax, mo-suan-
Momy, Ha yuacTtke PI3-kunaza > PDKI1 (cMm. puc. 3a).

OBCYXIEHMUE

B nanHoii paboTe MBI mokaszanu, uro MJIA Hapyma-
€T DHIOTEJIMAJBHBIN Oapbep, MHCYITWMHOBBIN CUTHAJb-
HBIN Kackan 1 cuHTe3 NO B KJIeTKaxX COCYIMCTOTO 9H-
Ne 3
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nortemus. B To xke Bpemss MI'O, HakoIieHre KOTOPOTrO
CBSI3BIBAIOT C HAPYILICHUSIMU YTJIEBOAHOTO OOMeHa (TH-
nepriavkemueit) npu CH2T, He BbI3bIBAET CYIIIECTBEH-
HBIX U3MeHeHUit Hu 6apbepHoit pyHkimn HUVEC, Hu
aKTUBHOCTU WHCYJIMHOBOIO Kackada, HU CUHTe3a
NO. YuutsiBasi, 4TO MaKCUMaJIbHbIe KOHLIEHTpAIIUU
MTI'O, obGHapyXeHHEBIe in vivo, TipumepHO B 40 pa3
HMKE MCIIOJIb30BaHHBIX [23], IIpeacTaBisieTCs MaJio-
BEpOSATHBIM, YTO MI'O MOXeT ImpsIMO BIUSITh Ha 3H-
JOTeINAIbHBIN Gapbep M MHCYJIMHOBBIN KacKaj Mpu
CH2T. OGHapyXeHHbIE HAMH Pa3Id4Ms 110 BIIMSI-
Huo MIA nu MI'O Ha cocynucThIii 3HOOTEIMI CO-
I71aCyIOTCS C TOUKOM 3peHUs O TOM, YTO JUCTUTIHUIC-
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MUS 1/WIA OKMPEHNE MOTYT OBITh 00jiee 3HAYMMBI
It IUCHYHKLIMYU SHAOTEINS U HAPYLLIEHUSI NHCYJIN-
HOBOII CUTHAJIM3alIUM TIPU Pa3BUTHU CEPIEIHO-CO-
CYIMCTBIX OCJIOXKHEHUII Ha HadaJbHBIX 3Tamax pas-
putnss CH2T.

Cuuraercs, uto M/IA BO3HMKAaET B pe3yjIbTaTe Oeii-
ctBus ADPK Ha nonmHeHAaChIIeHHbIE XKUPHbIE KUCIIO-
TBHI B cocTaBe OMojiornuyecknx MeMopan [20]. OngHako
€CTb JaHHBIE O TOM, UTO M HackileHHbIe C2XKK Tacke
MOTYT IIPUBOINTE K oOpa3zoBaHuio MJIA. B yactHocTH,
MBI OOHAPYKUJIU, UYTO IJINTEIbHASI MTHKYOAIIVS TTIepBAY-
Horo sHpoTennss HUVEC ¢ manpMuTaToM, TUITAYHBIM
npencrasuresieM CXKK, mpuBonuT K MHIYKIIMM MUTO-
xoHapuanbHbix ADK u Hakorienuio MJIA (maHHbIE
He npeacTaBiaeHbl). HecMoOTpst Ha OTCyTCTBHUE SICHOTO
MOHUMAaHUSI MEXaHW3Ma, KOTOPBIN CBSI3bIBAE€T BBHICO-
KU1 YpOBEHb BHEIIIHETO IMaJIbMUTAaTa C 00pa30BaHUEM
MJIA BHYTPM KJIETOK, CXOOHBIC HAOJMIOACHUSI ObLIN
cIeJlaHbl B paboTax ¢ Makpodaramu [24], cocyaucThI-
MU [25] ¥ TIagKOMBIIIIEUHBIMU KJIETKAaMU YeJIoBeKa
[26]. KpoMme Toro, oGHapy:KeHa BeIpaxkKeHHass KOppe-
LU MeXny ypoBHeM MJIA B KpoBUM 1 BECOM Tejia 'y
nanueHToB ¢ CIH2T [27]. COBOKYITHOCTh 3THUX JTaH-
HBIX CBUIETEIbCTBYET O HAJIMUMU CBSI3U MEXIY I10-
BeIleHHBIM ypoBHeM CXKK u ypoBHem MJIA.

KonctutyruBHass aktuBHocTh eNOS m reHepa-
st NO urpaloT BaxXHYIO POJib B IToanepXKaHUU Oa-
pbepHOIT (PYHKIIMM MUKpOCOCynoB [27—32], a TakKe
0a3oBoil OapbepHONl (GYHKIUU KyJIbTUBUPYEMOTO
sngotenus [33, 34]. AktuBHocTh eNOS perynupyer-
Csl B3aMMOMACHCTBUEM C pa3IUYHBIMU OeJIKaMu, Ha-
npuMep, KapeoanHoM-1 u CaZ*-kajbMOAYJIMHOM, a
Takke (pochopmInpoBaHUEM W BHYTPUKICTOIHOMN
nokanuzanmeit eNOS [32]. MacynuH ycuimBan 6a-
pPbepHBIE CBOMCTBA 3HAOTEINS MUKPOCOCYIOB, aKTH-
Bupy# PI3-kmnaa3y u cmaTe3 NO [35], m mpensaTcTBO-
BaJl MX HAPYIIIEHUIO I10]I IeACTBMEM OKHUCIUTEIBHOTO
crpecca [36]. B cBs131 ¢ 3TUM MbI UCClIEA0BAJIN BIUSI-
ane MJIA m MI'O Ha aKTMBHOCTH MHCYJIMHOBOTO
kackama 1 cuHTe3 NO B kitetkax HUVEC. MJIA, HoO
He MI'O, nmogasisr akTuBUpYyIoliee Gochoprimpo-
BaHME KJIIOYE€BBIX KOMIIOHEHTOB MHCYJIMHOBOTO KacKa-
na, B Tom yucie eNOS 1o ocratky Ser-1177 (puc. 3), u
MOAABISUT CTUMYJIUPYEMbIA MHCYJIMHOM cuHTe3 NO
(puc. 2). B T0o xXe BpeMsI cOXpaHsIach CTUMYJISIIUS
nHcynnHOM (pochopmanpoBanus IRS, uTo ykaswiBa-
€T Ha COXpaHEeHHE AaKTMBHOCTM MHCYJIMHOBOIO pe-
nenropa. Kpome Toro, M/IA momaBiisii TOTBKO peak-
M Ha CTUMYJISILIMIO MHCYJIMHOM, HO CYIIIECTBEHHO
He BJIMsUT Ha 0a30BYIO0 aKTUBHOCTh MHCYJIMHOBOTO Kac-
Kama 1 6a3oBbIil cuHTe3 NO. YunTeiBas Hecrienmduyae-
cKkoe BozneiictBre MJIA Ha KjieTO9HBIe OEJIKM, MOKHO
TIpearosaraTh, 9To ero 3(pdeKT He OrpaHMINBaEcTCSI TT0-
nmasiaeHreM akTuBaumy eNOS, HoO MOXeT 3aTparuBaTh
aKTUBHOCTb U JPYTruX OEJIKOB-MUILIEHE, B TOM YUC-
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Jie 0EJIKOB MEXKJIETOUHBIX KOHTAKTOB. Z[JIH X NOCH-
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Malondialdehyde but Not Methylglyoxal Impairs Insulin Signaling,
NO Production, and Endothelial Barrier

M. V. Samsonov!, N. V. Podkuychenko!, V. Z. Lankin?, A. V. Vorotnikov'- *, and V. P. Shirinsky! **
I National Medical Research Center for Cardiology, Institute of Experimental Cardiology, Moscow, 121552 Russia
?National Medical Research Center for Cardiology, Institute of Clinical Cardiology, Moscow, 121552 Russia
*e-mail: a.vorotnikov@icloud.com
**e-mail: shirinsky @gmail.com

Dyslipidemia and hyperglycemia portray “cause-and-consequence” of type 2 diabetes mellitus (T2DM).
They are linked to malondialdehyde (MDA) and methylglyoxal (MGO) generation that results from mem-
brane lipid peroxidation and oxidative glucose conversions. We compared the effects of exogenous MDA and
MGO on human umbilical vein endothelial cells and found that MDA, but not MGO, impairs insulin acti-
vation of PI3-kinase pathway, NO production, and endothelial barrier capacity. MDA abolished insulin ac-
tivation of Akt and eNOS but not that of insulin receptor substrate (IRS). These results substantiate the hy-
pothesis that MDA may be involved in endothelial dysfunction as the early event in the development of
T2DM.

Keywords: malondialdehyde, methylglyoxal, insulin signaling, NO, human umbilical vein endothelial cells,
HUVEC, endothelial barrier
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JocTtaBKa K1CI0poa B TKAaHEBbIE MUKPOPAMOHBI 3aBUCUT HE TOJIBKO OT COCYIUCTHIX (haKTOPOB, HO M OT CAMUX
SPUTPOLIUTOB — TPAHCIIOPTEPOB JIBIXaTe/IbHBIX ra30B. XOTs BIUSIHYE Ta30TPAHCMUTTEPOB Ha MUKPOPEOJIOTHIO
KJIETOK KPOBM COMHEHUIT He BBI3bIBAET, UMEIOIIIMECs TaHHbIE KacaroTcsl TPeNMYIIeCTBEeHHO 3(h(eKTOB oKcraa
azora (NO) Ha 3J1aCTUMHOCTh MEMOpPaHbI 3pUTPOLIMTOB. CyIIIECTBEHHO MeHblle nH(hopMan 06 addekTax
H,S, 1 coBceM OTCYTCTBYIOT JAaHHBIE O CUTHAJIBHON poiu MOHooKcuaa yriiepoga (CO) B MUKPOPEOJIOTUHN
3puTpoLMTOB. TakuM 06pa3oM, 1ebl0 TaHHOK paboThl ObLIO M3yYeHEe MUKPOPEOJOTUUYECKUX OTBETOB
sputpoToB Ha aeiictBue CO. MUKpOPEOJIOTHYECKHUE XapaKTePUCTUKHN 3PUTPOLIMTOB UCCIICIOBAIINCH B
KoHTpoJie 1 B mpucytcTBun noHopa CO CORM-3 B coueTaHUHU € PSIIOM MHTMOMTOPOB, BKJIIOYAs MHTUOM -
TOp pacTBOpUMOii ryanmnaruukiassl ODQ, uuruéurop NO-cunterassl L-NAME u 6okatop Ca?t-3aBu-
cumbix KanueBbix (Kc,) kananos TEA. PeructpupoBanu nnnekc aecopmupyemMoctu aputpounton (MY D)
¥ TToKazaTtenn ux arperanuu (ITAD) B KoHTpoJIe U IociIe MHKyOauu ¢ mpenaparamu. Kpome Toro, mc-
MOJIb30BaJ I BOCCTAHOBJICHHBIC TEHU 3PUTPOLIUTOB, /11 KOTOPBIX OLICHUBAJIU UBMEHEHUE 1eDOPMUPYEMO-
CTH IO IeMiCTBHEM yKa3aHHBIX coequHeHuil. B mpucyrctBun CORM-3 3puTponUTH 1eMOHCTPUPOBAIA
yBenndenve MYD na 9% (p < 0.01). ITpupoct MUY D TeHeit apuTponToB 1o BausaHueM noHopa CO cocra-
B 10% (p < 0.01). B atux ycnosusix [TAD camxkancs Ha 41% (p < 0.01). bnokuposanue K,-kaHaioB c
nomolitbio TEA 1niposiBisiioch B cyiiectBeHHOM nofasieHny CO-3aBucrumMoro ysenndeHust MY u 1oHoCThIo
ycrpassuto BiustHue CO Ha arperanuto 3putpouuToB. Ilpn narnoupoBannu NO/cGMP curHaabHOroO myT ¢
nomonisio ODQ u L-NAME mukpopeonornyeckue apdexkrsl CORM-3 He niposiBisich. TakuMm o6pa3oM, pe-
3YJILTATBI UCCIIEOBAHMST CBUIETELCTBYIOT O TOM, 4TO CO CITOCOGEH MOJIOXKUTEBHO BIUSTh HA MUKPOPEOJIO-
TMYECKUEe XapaKTEPUCTUKKU SPUTPOLIMTOB, TOBBIIIASI UX JIACTUMHOCTD U 1e(DOPMUPYEMOCTDb U yTHETAs UX
CIocoOHOCTD K arperauniu. Perynaropusie agdextsr CO MoryT peannsoBaThes Ipu ydactnu K,-kaHanos
u NO/cGMP curHaiabHOro Kackana.

KiroueBble cj10Ba: 3puUTPOLIUTHI, 1ehOPMUPYEMOCTD, arperaiusi, ra30TpaHCMUTTEPbl, MOHOOKCH/I YTJIEPO-
Ia, pacTBOpMMasl I'yaHWwIaTuukiasa, Ca> -3asucumele K'-kaHaner

DOI: 10.31857/50233475521030063

BBEOJEHUWE

Hapsiny ¢ okcuoom azora u Cyiab(pumoM Bogopo-
J1a, MOHOOKCH]I yIJIepoAa — eIlle OIMH HAOTeHHO re-
HepUpyeMblii Oronorndyeckuii ras [1]. I'maBHBIN TyTh
obpazoBanust CO BKIIIOYAET T€eMOKCUTEHA3y, KOTO-
pasg BMmecte ¢ NADPH-mmmroxpom P450—penmykra-

Cokpamennsi: CO — wmoHookcun yriaepoma; CORM-3 —
CO Releasing Molecule 3, TpukapOOHWIXJIOP(IJIMLIUHAT) py-
tenus (II); K, -kananbl — KajabLuii-3aBUCHMbIE KaJUEBbIE
kaHanbl; L-NAME — metwioBwiit adup N-HUTpOapruHUHA;
ODQ — 1H- [1, 2, 4]okcanua3ojo|4,3-a]xuHoKcaauH-1-oH;
TEA — terpastunammonuit; p-I'Ll — pacTBopumast ryaHusnar-
mukiasza; cGMP — nukindeckuii ryaHo3uH-5'-MoHodocdar;
NYD — unpexc ymiuHeHus: sputpouutoB; MYTO — uHnekc
yIJIMHEeHUs TeHelt sputpouuTtoB; [TAD — nokasatens arpera-
LIUY 3PUTPOLIUTOB.

3004, paclIeTJIIET TEMOBOE KOJIbIIO B TEMOMPOTEUHAX
Ha ounuBepauH, CO u xxene3o [2]. B mocaenHomw ne-
KaJy MpoBeleHHbIE UCCIeA0BaHUSI BbISIBUJIU MHOTHUE
acIeKThbl SHIOTeHHON MPOAYKIIMU U (PU3UOJIOTUUECKUX
¢byHKIIMIT MOHOOKCUIA YIyiepoaa. bruia moka3aHa Baxk-
Has1 posib CO B (pyHKIIMSIX UIMMYHHOM, CEpAeYHO-COCY-
JIVICTOM, IbIXaTeJIbHOM, pENpOAYKTUBHOM, MUILIEBAPU-
TeabHOM cructemax [1, 3]. B kpoBeHOCHOI cucTeMe 9H-
nJoreHHO TreHepupyemblii CO MoxeT 3¢G@EKTUBHO
paccabIsaTh IIagKue MbIIILIBI cocydoB [4—6]. Bax-
HO 3aMeTUTb, 4TO 1151 3¢ (hEeKTUBHOI TKaHEBOI Mep-
¢dy3un BaXeH HE TOJIbKO COCYIMCTBIii KOMITOHEHT
ajanTalyMv, HO W OINTUMaslbHasi MMKPOPEOJOTHUs
SPUTPOLIMTOB — TPaHCIIOPTepoB Kuciaoponaa [7]. Ha
YPOBHE OOMEHHBIX KaIlWJJISIPOB, JIMIIEHHBIX MbI-
ILIEYHBIX DJIEMEHTOB U, CJIEN0BaTEJIbHO, CYIIIECTBEH-
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HOTO M3MeHeHUs numaMetpa [8], medbopmMupyeMocTh
SPUTPOLIMTOB SIBJISIETCSI KPUTHUYECKOW XapakTepu-
CTMKOW TOTOKa M, cliefoBaTe/IbHO, onpeaeseT 3¢h-
(eKTUBHOCTh HOCTaBKM KMCJIOpoaa B TKaHUW [7—9].
OnHUM U3 BaxHeWIMX ¢$akTopoB M3MEHEHUs He-
GbopMUpPYEMOCTH 3PUTPOLIUTOB SIBISIETCS UX MEM-
OpanHas amactudHOCTh [10]. [a3oTpaHCMUTTEPEI IO
ayTOKPMHHOMY WJM MapakKpuHHOMY MeXaHU3MaMm
MOTYT OKa3blBaTh PETYJSTOPHOE BJIMSIHUE Ha 3THU
MUKpOMEXaHUYeCKue CBOiCTBa 3pUTPOLUTOB. Tak,
Harnpumep, 1oHop NO HUTPONPYCCUI HATPUSI TTOBbI-
maa aeopMUpyeMoCcTb SPUTPOLIUTOB U YMEHbIIAT
ux arperanuto [11—13]. Takum xe acdpdekTom 06a-
naet u runpocyiabbun Hatpust, noHop H,S [14]. Kak
B cinydyae NO, H,S BbIpaxkeHHO MHTMOUPYET arpera-
o TpomoonuToB [15, 16]. Yro kacaerca CO, To
MPaKTUUECKU HET JMaHHBIX O €ro BIAWSIHUM Ha 3Ja-
CTMYHOCTbh MEMOpaH 3PUTPOLIMTOB U UX MUKPOPEO-
JIOTUIO B 1IeJI0M. B cBeTe BbIlIECKAa3aHHOTO 11€JIECO-
obpa3Ho 0bLI0 UccaenoBaTh BausHue CO Ha MUKPO-
pEOJIOTUYECKUE XapaKTePUCTUKU IPUTPOLIUTOB.

MATEPHAIJIbI 1 METO/IbI

OO06pa3libl 1eJIbHOM KpoBU (9 MJT) 3MO0POBBIX JOHO-
poB (n = 36) ToJTyYaJiu BEHOIMYHKIIME B BAKYYMHBIE
npooupku (BakyraitHepsl ¢ EDTA). [TpoBeneHue uc-
cJIeIOBaHMS OOOPEHO MECTHBIM 3TMYECKUM KOMUTE-
ToM SIpociaBCcKOro rocymapCTBEHHOIO Nedarormye-
ckoro yHuBepcuteTa (rmpotokoia Ne 2 ot 13.02.2020 1.).
IMonygeno mHdoOpMHpPOBaHHOE COTIacHe BCeX CyObh-
€KTOB B COOTBETCTBMU C PEKOMEHAAUSIMHN XEJIb-
CHMHKCKOM Aekiiapanuu (XeaIbCHMHKCKAs AeKjIapalus
WMA 00 stuke. ITprmHIAIIEI METUIIMHCKUX HMCCIIE-
JIIOBaHMWI C ydacTueM JIIoAeil, ¢ IToIpaBKaMU, BHE-
ceHHBIMU 64-if ['eHepanbHOI AccambGieeii WMA,
Ddopranesa, bpaswms, okTa6pb 2013 1.). DpUTPOLIUTHI
OTHEJISUIM OT IUIa3Mbl LieHTpudyrupoBanuem (15 MuH,
3000 06/MUH), TPYKIBI OTMBIBAJIA B U30TOHNYECKOM
pacTBope Xjopuaa HaTpUsI U PECYCHEHIMPOBAIN B
oydepHom pactBope (138 MM NaCl, 3 MM KCI, 1 MM
K,SO,, 7.5 MM Na,HPO,, 1 MM MgSO,, 5 MM rit0-
ko3bl, pH 7.4). ITockonbKy sHaoTenuanbHass NO-
CUHTa3a SIBJSIETCSl KaJblIMil-3aBUCUMbBIM (hepMeH-
TOM, TO B CpeAy MHKYOAIlUU SPUTPOLIUTOB J100ABIISI-
Jiu CaCl, no ero kKOHeYHO# KoHUEeHTpauuu 150 MKM.
OcModsipHOCTb coctabisiaa 300 MOcMm/n (orpeneisi-
g Ha ocmMoMeTpe Fogel OM-801, I'epmanust). I1pu
MCCJIeAOBAaHUHU arperaliuy SpUTPOLIUTOB IJIs €€ CTHU-
MYJIMPOBAaHUS NOOABIISIA K Oy(epHOMY pacTBOPY
nexkcrpan-200 (10% XAEC-crepun, kommanust Fre-
senius Kabi, 'epmanust) B cooTHoleHuu 7 : 3 1o o0b-
eMy. IIpy 3TOM OCMOJISIPHOCTh MOJTyd€HHOM CMeCH He
n3MeHsu1ach. CyCleH31I0 3pUTPOLIMTOB IEIWIM Ha He-
CKOJIbKO QJIMKBOT U KJIETKU UHKYyOouposaiu ripu 37°C B
teyeHure 30 MUH C KaXKIbIM M3 COSTMHEHUIA:

1) nonopom CO — CORM-3 (15, 50 n 100 MmxM);

BUOJIOTMYECKME MEMBPAHBI

MYPABBEB u np.

2) ¢ 6aokartopoM Ca?t-3aBUCHMBIX KAJIMEBBIX Ka-
HasoB TEA (50 MxM);

3) ¢ MHTMOUTOPOM PACTBOPUMOII T'yaHUJIATLIUK-
na3zer ODQ (0.5 MxM);

4) ¢ wunruouropom NO-cuHTazel L-NAME
(200 MxM).

B KaxxaoM OITbITe B Ka4eCTBE KOHTPOJISI UCTIOIb30-
BaJIM CYCIICH3HIO SPUTPOITUTOB, MHKYOMPYEMBIX B TeUe-
Hue 30 muH npu 37°C B 6ydepHOM pacTBope 6€3 100aB-
JIEHUsI yKa3aHHbBIX BbIIIe ITpernapaToB. B orbiTe 1 B KOH-
TpOJIe MPOBOIMIIOCH 0 20 MapaIeIbHBIX N3MepPeHUIA
MUKPOPEOJIOTUYECKUX XapaKTEPUCTUK SPUTPOLIMTOB U
UX TeHeit. Bee TipenapaTsl M cOeqMHEHMS TTOJTyIeHBI OT
¢upmbr Sigma-Aldrich (CILIA). Mx pacTtBopstiz co-
IJ1acHO yKa3aHUSIM Npou3BoauTesst 1noo B DMSO,
JInOO B AMCTUJIIMPOBAHHOI Bonie. Bce akcnepuMeH-
THI TIPOBOIVUIN B TeUECHHE 4 U TTOCIE B3ATUS KPOBH.
Tenu spurponuToB rotoBwM o Metony Jdomxka [17].
OPUTPOLIMTHI pa3pylliaii OCMOTUYECKUM IOKOM. st
3TOTO K 1 MJI KJIIETOK TOOABIISUTH 7 MJT OXJTAXKICHHOM I1-
CTWIIMPOBaHHOI Boabl (1pu Temmeparype 4°C) ¢ mo-
clienyrolieil oTMBIBKOM B hocaTtHOM Oydepe. 3ateM
KOHIIEHTpAaT TeHel WHKyOmpoBain B (ocharHOM
oydepe ¢ nobasirenuem 30% mekcrpana-200 (coot-
HolleHue Oydepa 1 aekcTpaHa 7 : 3 mo oobemy).
CycTieH31I0 BOCCTAaHOBJIEHHBIX TeHEW SPUTPOIIMTOB
JeJIVUTH Ha HECKOJIBKO aTUKBOT, TOOABJISIIIA COOTBET-
CTBYIOLLIME TIperapaThl U MOCje MHKyOalluu B Teue-
Hue 30 MuH npu 37°C perucTpUpoOBaiv UX AePopMu-
pPyeMOCTb B IIPOTOYHON MUKpOKaMepe.

HUccnenoBanne arperanmyd 4 Je(opMHUPYEMOCTH.
CrerneHb arperaliiv 3pUTPOLIUTOB ONPEAEIISLIIN C IIOMO-
ibto arperomerpa Myrenne M1 (I'epMaHusi), KOTOPBIA
JIa€T BO3MOXKHOCTb TTOJIyYUTb YEThIpe MHIEKCA arpera-
uyu ripy Hu3Kux (3 ¢ 1) u Beicokux (600 ¢~!) ckopocTsix
caBura (MHAeKChl arperauuu: Ms, M5, M 151 M1, , co-
oTBeTCTBEHHO). KpoMme Toro, mpoiiecc arperaiimy u
¢GopMy KIIETOK KOHTPOJIUPOBAIU C MOMOIIIBIO TIPSsi-
Mot MUKpockonuu. ITockoabKy Bce YeThIpe MHIeKCa
arperalMu, KOTOPbIE PErMCTPUPYIOTCSI arperomMer-
poM Myrenne M1, u3MeHsITUCh OMHOHAMPABIIEHHO U
MPUMEPHO OJMHAKOBO, TO LISl aHAIM3a UCII0JIb30Ba-
JIU TOJABKO MHAEKC Ms. B Tekcre, Ha puCyHKax U B
TabJMIIaX OHU 0003HAUEHBbI KaK MoKa3aTeJu arpera-
LIUU 3PUTPOLIUTOB.

st olleHKU MeMOpaHHOI BSI3KO3JaCTUYHOCTU
SPUTPOLIMTOB OMNPEALISIIM UHIEKC YIJTMHEHUS 9PUT-
POLIMTOB M X BOCCTAHOBJIEHHBIX TEHEMN B IIPOTOYHOM
MUKpoOKaMepe, Tie Co3daBaiyd MOCTOSIHHOE TeueHUe
cycrnensuu sputpouutos (Het = 0.5%). B Mukpoka-
Mepy MojaBaju JaBJIeHHE, KOTOPOE CO31aBaJI0 Ha-
npsxkenue casura 0.54 H/M? 1 BBITATUBANIO KJIETKU
(WM UX BOCCTAHOBJICHHBIE TEHU), TIPUKPEIJICHHbIE
KO IHY Kamepbl. AAre3usi KJIETOK IpoucXoausa
cnioHTaHHO. Ha ocHOBe naMepeHus mnHbI (L) 1 -
puHBI (W) BBITSSHYTBIX TTOTOKOM KJIETOK PacCUUThI-
BaJid ToKa3aTeib Ae(hOpMUPYEMOCTU SPUTPOLIUTOB:
NYD = L/W (otH. en.) [18].
Ne 3
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Puc. 1. OTHOCUTE/IbHBIE U3MEHEHUST 1eDOPMUPYEMOCTH MHTAKTHBIX 9PUTPOLIMTOB (@) U UX BOCCTAHOBJIEHHBIX TeHEH (0) rocie
unkyo6aunu ¢ CORM-3 B pasHbix koHUeHTpauusix: I — 15, 2 — 50, 3 —100 MxM. * — OTIM4ue OT KOHTPOJISI CTAaTUCTUYECKU

3"Hauumo (p < 0.01).

Cratucriueckasi oopadoTka. CTaTUCTUUYECKYIO 00-
paboTKy pe3yJbTaToB MPOBOAWIM C KCIOJIb30BAaHUEM
nporpamMmel  Statistica 6.0. IIpoBepKy BBEIOOPOYHOTO
pacripeesieH1s IpoBOAWIM ¢ TIoMonibto Tecta [lanu-
po—VYuika. 3HaAUMMOCTb Pa3IMUUil OMpeAcssiu ¢
noMo1ibio -kputepusi CtologeHTta. ['nunoresy o B3a-
MMOCBSI3U IAHHBIX TIPOBEPSIIY C TOMOIIIBIO KOPPES-
uun CriupMeHa. 3a ypoBeHb CTaTUCTUYECKU 3HAYM -
MBbIX pa3Iinuuii MpuHUMaNu usMeHeHus npu p < 0.05
u p <0.01. JaHHbIe B TAOIMIIAX U TEKCTE IIPEACTABIIC-
Hbl Kak M + m (cpenHee * cTaHmapTHas OIIMOKaA
CPEIHETO0).

PE3YJIbTATDBI

Hsmenenue muxpopeonocuu 3pumpoyumos
nocae ux unkybayuu c donopom CO CORM-3

IMocne maky6auyu spurpouuToB ¢ CORM-3 nipu-
poct YD 11pn pa3HbIX KOHIIEHTPpALMSIX IperapaTa co-
ctaBui1 6—9% (¢ 1.94 £ 0.03 10 2.05 £ 0.03 oTH. ex. npu
KoHueHTpausix foHopa CO 151 100 MkM u mo 2.11 =
* 0.02 orH. en. mpu KoHueHTpamuu 50 MKM; p <
<0.01). Takum obpa3zoM, HECKOJbKO OoJiee BBIpa-
JKeHHbIe U3MeHeHUs1 1Y D ObLIN 3aperucTpUpOBaHbI
npu koHLeHTpaunu CORM-3 50 MkM (¢ 1.94 = 0.02
1o 2.11 £ 0.03 otH. en., p < 0.01; puc. la).

DTO GBUIO MOATBEPXKICHO W Ha TEHIX 3PUTPOIIH-
TOB (puc. 16). IIpu aToM yBenuueHue ux aeopMupy-
€MOCTHU MpHU KoHLeHTpauuu foHopa CO 50 MkM no-
cruriio 10% (c 1.84 = 0.02 mo 2.02 = 0.03 oTH. en.,
p <0.01). BaxkHO 3aMETUTh, YTO OMHUM U3 OCHOBHBIX
¢dakTOpoB M3MEHEHUST NeHOPMUPYEMOCTU SPUTPO-
IIUTOB B IIEJIOM SIBJISIETCSI 3JIaCTUYHOCTDb MX MeMOpaH
[10] (Hapsimy ¢ LMTOILUIA3MaTUIECKOI BI3KOCTBIO, BEJIM-
Y1Ha KOTOPOii B OCHOBHOM 3aBUCHUT OT KOHLIEHTpALIUU
remorioorHa) [19]. Tlockosibky Mpu MPUTOTOBICHUU
TEHE SPUTPOLIMTOB TEMOITIOOMH YIAISIICS U3 KJIETOK
U 3aMEHSJICSI U30TOHUYECKUM PacTBOPOM C MOCTO-
STHHOM BSI3KOCTBIO, TO, CJIEIOBATEILHO, U3MECHEHUE
obureil mepopMUPYyEMOCTH TeHEil 3aBHCEIIO TOJIBKO

BUOJIOTUYECKHUE MEMBPAHBI

TOM 38 Ne 3

OT MUKPOMEXaHUYECKNX CBOMCTB MEMOpaHbI, U U3-
MepsieMble BEJIMUYMHBI MOTYT XapaKTepU30BaTh MEM-
OpaHHYIO JIACTUIHOCTH SPUTPOIIUTOB.

Jlo303aBrcUMbIe M3MEHEHMSI arperaii 3pUTpo-
nouToB npu ux nHKyoauun ¢ CORM-3 Ttoxe cBue-
TEJIBCTBOBAIM O OOJbIIEN 3(PPEKTUBHOCTH HOHOPA
CO npu ero koHueHTpauuu 50 MkM (puc. 2).

I1pm 3101 KOHLIEeHTpaLK cHIDKeHne [TAD cocTaBm-
70 41% (c 4.92 = 0.38 oTH. en. B KoHTpoJIe 10 2.51 £
* 0.22 oTH. en. nociie nHKyO6auuu ¢ moHopoM CO, p <
<0.01).

HU3zmenenue muxpopeosoeuu 3pumpoyumos
nocae ux unkyoayuu ¢ CORM-3 u TEA

B kadecTBe OCHOBHOII MOJIEKYJISIDHON MUIIIEHU
s neiictBus CO B kieTkax paccMarpuBatoT Ke,-ka-
HaJibl, KoTopble 0okupytoTcst TEA [20]. B aToii cepun
OINBITOB ObLUIO ycTaHOBIeHO, YTo CORM-3 noBbiiian
MY 3 nHTAaKTHEIX KITeToK Ha 8% (p < 0.01), a cHIDKeHne
arperauunu cocraBuio 37% (ta6a. 1, p < 0.05). TEA
(50 MmxM) ymenbian BiausinHue CORM-3 Ha nedop-
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CORM-3

Puc. 2. OtHOCUTENBHBIE (B % OT KOHTPOJIBHOTO 3Haue-
HMSI) U3MEHEHUS arperaliii 3pUTPOLIMTOB MOCJIE UX UH-
kybaunu ¢ CORM-3 B koHueHTpauusx: 1 — 15, 2 — 50,
3 —100 MKkM. * — OTIMuKe OT KOHTPOJISI CTATUCTUYECKU
3”Hauumo (p < 0.01).
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220 MYPABBEB u np.

Tab6auna 1. UsmMeHeHre MUKPOPEOJOTHYECKUX XapaKTePUCTUK 3pUTPOLIUTOB Tiociie ux nHkyoanuu ¢ CORM-3, 61oka-
TOPOM KaJIbLIM-3aBUCUMBIX KaJIMeBbIX KaHaI0B, TEA 1o oTAeIbHOCTH U IIPU UX OMHOBPEMEHHOM no6asieHuu (M + m,

n=20)

Ilokazarenp KoHntponb CORM-3 TEA TEA + CORM-3
NYD, oTH.en. 1.93 £ 0.01 2.08 + 0.02** 1.96 £ 0.03 1.97 £ 0.03
ITAD, oTH.en. 4.56 £ 0.18 2.87 £ 0.16* 4.88 +0.28 4.65+0.32

* OTMYMs OT 3HAYEHU I B KOHTPOJIE CTaTUCTUYEeCKU 3HaUYnMBbI (p < 0.05).
** OTM4urs OT 3HAYCHUI B KOHTPOJIE cTaTucTUYecKu 3HauuMbl (p < 0.01).

Ta6aua 2. MizsMeHeHre MUKPOPEOJOTrMYEeCKUX XapaKTepPUCTUK SPUTPOLIMTOB IIOCIe MX MHKybauuu ¢ goHopom CO
(CORM-3), ODQ 1o oTneJIbHOCTU U TIPU UX OMHOBpeMeHHOM aobaBieHuun (M + m, n = 20)

IMokazarenb KonTposnb CORM-3 OoDQ ODQ + CORM-3
NYD, oTH. en. 2.00 + 0.01 2.10 £ 0.01** 1.96 = 0.01 2.00 +0.02
[TAD, oTH. en. 4.05+0.22 2.83 £ 0.15* 4.12 £0.28 4.08 £ 0.32

* OTIMYUS OT 3HAUYCHUI B KOHTPOJIE CTaTUCTUUECKU 3HAaYMMBI (p < 0.05).
** OTIMYYS OT 3HAYCHUI B KOHTPOJIE CTaTUCTUYeCKU 3HaYuMBbI (p < 0.01).

MUPYEMOCTb 3pUTPOLIMTOB, HO HE YCTPAHSLT €TI0 TTOJTHO-
cThio (Tabi. 1). OmHaKo eciy CpaBHUTb OTBETHI 3pUTPO-
mutoB Ha CORM-3 u Ha couetanne TEA + CORM-3,
TO pa3Hulla B u3MeHeHussx 1YD B iepBoM citydae co-
craBuia 8% u 6bu1a focToBepHOii (p < 0.01), a BO BTO-
pom — 2% (p > 0.05) u cratucTudecku He3HauMa. Yro
KacaeTcsl BTOPO MUKPOPEOJIOTUYECKOM XapaKTepH -
CTUKHU 3PUTPOLUTOB, X arperanuu, To TEA momHo-
CThIO yCTpaHsI cHikeHure [TAD, mpoucxonsiiee mom
piusiHueM CORM-3 (ta6u. 1).

Ha mukpopeonorndyeckoili Moaeiad TeHEH 3pUTpO-
LIMTOB ObLIU TTOJTyYEHbI TaHHbIE, CBUAETEILCTBYIOIIUE O
noyiHoM TtonasieHnu 3¢ dexra nonopa CO Ha nedop-
MupyeMocTh (puc. 3). XoTs Iocjie MHKYOalluu TeHei
sputpouToB ToibKo ¢ CORM-3 HabGmonalicss 1oCcTo-
BepHBIit, Ha 8% TipupocT nedopmupyemocti (p < 0.01).
OnmHako eciu B cpefly MHKyOanuy TeHell ObIT 1o00aB-
JieH TEA, To noHop CO npakTU4ecKu He U3MEHSIT MEM -
OpaHHYIO 3JaCTUYHOCTh U MHAEKC Ae(OPMUPYEMOCTU

TeHU 3pUTPOLIMTOB
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Kontponb TEA TEA + CORM-3

Puc. 3. OtHOocuTeNbHBIE (B % K KOHTPOJIIO) N3MEHEHUS
neopMUPYEMOCTH BOCCTAHOBJICHHBIX TEHEH SPUTPOLIH-
ToB 1ociie ux nHkyoauuu ¢ CORM-3 u B codyeraHum ¢
ookatopoMm Ca“ ' -3aBUCUMBIX KaireBbIX KaHalioB TEA.
* — OTIMYKe OT KOHTPOJISI CTATUCTUYECKU 3HaUMMO (p <
<0.01).

BUOJIOTMYECKME MEMBPAHBI

OTJIMYAJIC OT YPOBHSI KOHTPOJISI MeHee 4yeM Ha 1%
(1.80 £ 0.03 otH. en. — KoHTPOJIb; 1.95 *+ 0.03 oTH. ex. —
CORM-3u 1.81 £ 0.02 otH. en. — TEA + CORM-3).

H3zmenenue muxpopeosoeuu 3pumpoyumos nocae ux
unkyoayuu ¢ CORM-3, uneubumopamu pacmeopumoil
eyanunamuyurxnazvl ODQ u NO-cunumasot L-NAME

H3BectHO, yTOo NO- 1 CO-uHOyIMpOoBaHHBIE U3-
MEHEHUSI KJIETOYHBIX (DYHKIIMIT B OCHOBHOM OITOCPEY-
FOTCSI pacCTBOPUMOM TyaHWIATHUKIIa30ii 1 cGMP-3a-
BUCHUMBIMHA CUTHAJIbBHBIMU,/PETYJISTOPHBIMU TIPOIIEC-
camu [21]. MBI IpoBEepUIN TIPEATIONOKEHUE O TOM, YTO
MUKPOPEOJIOTMYeCKUE OTBETbl 3PUTPOLIUTOB MOTYT
OBITH CBsI3aHbI cUrHaJIbHOM cructeMoit NO-cGMP. boi-
JIO HaliieHo, YTo Ipu nHruouposanuu p-I'Ll c momo-
mpeio ODQ (0.5 MKM) mnpakTU4YEeCKM MOJHOCTBIO
ycrpaHs 3¢ ekt gqoHopa CO. DTo OBLIO HOATBEP-
KIEHO Ha ABYX MOJEJISIX: B OITbITax ¢ neopMupye-
MOCTBIO 3PUTPOLUTOB U TIPU PETUCTPALIUU UX arpe-
ranuu (ta6i. 2).

Ecnau unrn6uposaTh akTUBHOCTh NO-CHUHTETa3bI
¢ nomoibsio L-NAME (200 MmkM), To, Kak U Tpu
BozaeiictBuu Ha p-I'Ll, momHOCTBIO ycTpaHsieTCsS
MukpopeoJiorndeckuii a¢ppekt CORM-3 (tabu. 3).
Bonee toro, on BusgHueM otnenabHo L-NAME ar-
peramusi 3pUTPOLIMTOB TaXke Bo3pacTaja Ha 16%, u
nob6apieHue CORM-3 He ycTpaHSUIO TOBBILICHUS
ITAD (tabi. 3).

Heob6xonumMo 3aMeTUTh, 4TO 3aMeHAa [IUTOILIa3Mbl
B BpUTPOLIMTAX Ha pacTBop PruHIrepa B uX BOCCTAaHOB-
JIEHHBIX TeHSIX JOJDKHA IpUBeCTU K yaaieHnuto p-I'Ll.
OnHaKo 3TO HE U3MEHUIO MUKPOPEOJIOTNIYECKIe OT-
BeTbl HAa CORM-3 u Ha OZHOBpEeMEHHOE BO3Mdeii-
crBue ODQ + CORM-3. Tak, HantpuMep, DoOaBJIe-
HUe B cpeny MHKyOanun maruouropa p-I'Ll moaro-
Ne 3
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Tabaua 3. MI3sMeHeHre MUKPOPEOJOTHYEeCKUX XapaKTePUCTUK 3PUTPOLUTOB TOcie UX MHKybauuu ¢ goHopom CO
(CORM-3), L-NAME 1o oTne/ibHOCTU 1 IIpU UX ONHOBpeMeHHOM nob6asieHuun (M + m, n = 20)

IMToka3atenb Konrpons CORM-3 L-NAME L-NAME + CORM-3
Y3, orH. en. 1.95+0.03 2.09 £ 0.02%* 1.95+£0.03 1.96 £ 0.03
TIAD, oTH. en. 4.50£0.34 3.85 £ 0.29** 5.221+0.42 491 +0.84

** OTIMYMS OT 3HAYCHUI B KOHTPOJIE CTaTUCTHYeCcKU 3HaYuMBbI (p < 0.01).

CTBIO YCTPaHSIJIO MPUPOCT AePOPMUPYEMOCTHU TeHe it
3pUTPOLUTOB (puc. 4a).

CXOmHBIN pe3yabTaT ObUT TOIYYeH MPU MHKYyOa-
oy TeHeu 3putpouuToB ¢ L-NAME u npu coBmecT-
HoMm BozaelictBuu L-NAME + CORM-3. I1pupoct
nedopmupyeMoctr nion BiaussaHueM CORM-3 Ha 9%
(p < 0.01) ycrpansiicsa mobaBlIeHHEM HHTAOWUTOpPa
NOS (puc. 46).

OBCYXIEHHE

JoHOp MOHOOKCHUIA yIJiepoga, HaIlpuMep
CORM -3, BricBOOOXKTaeT MoIeKybl CO, uTo obec-
MeYrBaeT JOCTaBKY KOHTPOJUPYEMBIX KOJIUYECTB
CO myst peryiasiiuy padoThl OMOJIOTUYECKUX CUCTEM
[22]. Pe3ynbTaThl JaHHOTO MCCJIETOBAHUS MOKA3aIu,
yro CORM-3 3aMeTHO IOBBIIIAET 3JACTUYHOCTh
MeMOpaH 3PUTPOLIMTOB U UX Ae(POpMUPYEMOCTS B 1ie-
JioM. BMecTe ¢ BBIpaXXeHHBIM CHWXXEHHMEM arperaiyu
5TO MOXET CYIIECTBEHHO CKa3bIBaThCsl Ha Tepdy3un
TKaHei [7, 8]. U3MeHeHre MeMOpaHHO 3JTACTUIHOCTU
TeHei 3pUTPOLMTOB Mo BIMsIHUEeM JoHopa CO ObLITo
JIOCTOBEPHO OOJIBIIIUM, 1 pPa3HU1IA OTHOCUTEIBHO KOH-
tpost coctaBmwia 0.143 £ 0.01 oTH. ex., Torma Kak y MH-
TaKTHBIX KJIeTOK TIpupocT MYD o6n11 paBeH 0.100 =
+ 0.01 otH. en. Drto paznuuue B 0.043 oTH. ex. ObUIO
cratuctTuaecku goctoBepHbIM (p < 0.05). Paznuma B
MEMOPaHHOM 371aCTUYHOCTU MOXET OBITh OOYCIOBICHA
TE€M, YTO MMEIOLIMIICS B MHTAKTHBIX SPUTPOLIMTAX Te-

25 a

NY1D, oTH. en.
S
o (9} (e
T T T

e
[
T

1.77

CORM-3

Kontponb ODQ

ODQ + CORM-3

MOIJIOOMH cBsI3bIBaeT BeiaemBImiicst n3 CORM-3 CO
KaK CUTHaJIbHYIO MOJICKYJy [23], yero He Mpoucxo-
JIUAT B TEHSIX KJIETOK C yIAJ€EHHOM LIMTOIMJIAa3MOM U Te-
MOTJIOOMTHOM.

B xadyecTBe OMHOI M3 OCHOBHBIX MOJIEKYIISIPHBIX
mumeneir mits CO B KjIeTKax paccMaTpUBAiOT
K,-xanane! [4]. Korna CO B3aumonaeiicTByeT ¢ re-

MOM, 3TO IIPUBOIMT K YBEJUYEHUIO CBA3bIBaHusA Ca?*
¢ kaHaynoM, npudeM 1 CO MOXET HAIIPSIMYIO BO3Ieii-
CTBOBAaTbh HA aKTUBHOCTb K(,-KaHaJI0B, CBSI3bIBAsICh B
HecKoJIbKUX HeHTpax [20]. [Tpu 610KupoBaHUM 3TUX
KaHajoB ¢ roMolbio TEA mpoucXoauio cyiiecTBeH-
Hoe yMeHbIIeHne 3P dekTnBHOCcTH neictBust CO Ha
J1e(bOpMHUPYEMOCTDb 3PUTPOLIMTOB U X TEHEH 1 MOJIHOE
YCTpaHEHHME €TI0 CHIDKAIOIIETO arperanyio BIIUSHUS.
Baxno 3ameTuth, yto CO akTuBupyeT K,-KaHanbl He
TOJILKO Ha MHTAKTHBIX KJIETKaX, a TAKXX€e B U30JIUPO-
BaHHBIX (PparMeHTax IUIa3MaTUYECKOW MeMOpaHBI.
DTO MPOUCXOOUT B YCIOBUSIX, KOIIA IIMTO30JbHEIC
CUTHaJIbHbIE O€JIKA OTCYTCTBYIOT, a KMHAa3bl HEaK-
TUBHBI, CBUIETEILCTBYS O IIpssMoM aeiictBun CO Ha
K¢,-kananet [24]. Kpome Toro, CO, Tak xe Kak U
NO, crniocoben ctumynupoBatb p-I'Ll, TemM caMbiMm
noBbIIasg ypoBeHb cCGMP B k1eTkax. DTo BedeT, Ha-
OpuMep, K BazomwiaTalliy U YTHETEHUIO arperamuu
TpoMbGoumToB [1, 25, 26]. BrioHe BeposSITHO, 4TO B
SPUTPOLIUTAX UCIIONB3YIOTCSI 00a 3TUX CUTHAJIBHBIX
myTy 1151 peanusanuu 3¢ dextoB CO.

25 6

NYTD, oTH. en.
— — N
o O} o

e
W

CORM-3

Kontpons L-N + CORM-3

Puc. 4. OtHOCUTe bHBIE (B % K KOHTPOJIIO) U3MEHEHUsI 1e(DOPMUPYEMOCTH BOCCTAHOBJIEHHBIX TEHEI SPUTPOLIUTOB MOCIIE UX
uHky6aunu ¢ CORM-3 u B couetanuu ¢ ODQ (@) 1y CORM-3 B coueranuu L-NAME (L-N). * — O1iamyue ot KOHTPOJISI cTa-

TcTHYecKH 3HaUuMo (p < 0.01).
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Hapsmy ¢ BermenpuBe1eHHBIMU JAHHBIMA 00 3¢~
dekre OnokupoBaHus K,-KaHajloB, MHTMOMpPOBA-
Hue p-I'll ¢ nomourio ODQ conpoBoxXaaioch Mpak-
TUYECKM TOJHBIM YCTPaHEHMEM MHMKPOPEOIOrhYIe-
CKUX OTBETOB 3pUTPOLIUTOB U X TeHeit Ha CORM-3.
AHa3 BBIPAXXEHHOTO CHUWKEHUS arperanyuy IOof
BiusiHueM goHopa CO M03BOJISIET IIPEAII0IaraTh, YTO
M3MEHEHUE 3TOM MUKPOPEOJOTMYECKOM XapaKTepu-
CTUKHU BPUTPOLIMTOB pean3yeTcsl Yepe3 aKTUBaALIUIO
p-I'Ll ¢ mocaemyiommM CHIDKeHHEM BHYTPUKIICTOIHOM
koHueHTpauuu Ca?t [1]. 3BecTHO, 4TO MOCTYIUIEHUE
Ca’* B 5pUTPOLUTHL U/ WIA TPOMOOLIUTEI COITPOBOX-
JTaeTCSI BBIPAXXKEHHBIM MPUPOCTOM arperalmy 3THUX
kietok [15, 27]. Torma Kak GJIOKMpPOBAHUE €ro BXoda
WIN CBSI3BIBAaHNME BO BHE- WJIM BHYTPUKJICTOYHOM cpeie
XeJaTopaMy, HAIIpOTUB, WHTUOMWPYET arperammio
SPUTPOLIUTOB [28].

HMuTtepecHo 3aMeTUTD, YTO U IIPY MHKYOAIIUU Te-
Heit spurpountoB ¢ CORM-3 Ha doHe mHrMOUTOPA
p-T'll Takzke He OBLTO BBISIBJIEHO TTpUpPOCTa 1eopMu-
pyemoctu. Mmerorcst manHbie o ToM, Yto CO MoOXeT
MHTUOMPOBATh oopasoBaHre NO B KJIeTKax, 1 3TH Ta-
30TPaHCMUTTEPBI MOTYT MTPOSIBJISITh YHUKATbHbBIE B3aU-
Mozeiictust [29]. JleficTBUTeNbHO, MPU MHTUOUPOBA-
HUM KJTI09eBOoro (pepMeHTa 00pa30BaHMS OKCHIA a30Ta
NO-cunTa3sl ¢ nomoibio L-NAME ycTpaHsaich no-
JIOKHUTEIbHbIE MUKPOPEOJIOrnYecKue 3(pPeKThl JOHO-
pa CO. bonee Toro, cam naruourop (L-NAME) 3amer-
HO TIOBBIILIAJT arperaluio 3pUTPOLIMTOB. MI3BeCTHO, UTO
aktuBanys NOS cBsi3aHa C CUCTEMOI KalIbIINii-Kalb-
monynuH [30], 1 HapyllIeHne UX B3aMMOIEHCTBUS T10T
pnusiHueM L-NAME MoxeT crmoco0CcTBOBaTh IOBBI-
LIEHUIO KOHLEHTpauuu csodbogHoro Ca?* B apurpo-
UTaxX U, KaK CJIEACTBUE 3TOr0, — YCUJICHUE arpera-
ouu [28, 31].

Takum oOpa3om, ToJydeHbl JaHHBIE O TTOJOXM-
TEJTbHOM BIVSTHUU JOHOpPa MOHOOKCHIIA yIJIepoa Ha
MUKPOPEOJIOTHIECKIE CBOMCTBA SpUTPOIIUTOB. BhIT
BBISIBJIEH YMEPEHHBI, HO CTATUCTUYECKU TIOCTOBEP-
HBIIT TIPUPOCT MEMOpaHHON 3JIaCTUYHOCTH, TIOI-
TBEPKIEHHBIM KaK B MUKPOPEOJIOTUUECKUX OTBETAX
WHTAKTHBIX 3PUTPOLIMTOB, TaK U X BOCCTAHOBJIEHHBIX
teHeil. JloHop CO 3HaUMTETPHO CHIDKAJ arperaio
3PUTPOITUTOB. YTO KacaeTcst MOJIEKY ISIPHBIX MUTIICHEH,
TO PE3YJIbTATHI OIBITOB MTO3BOJISTIOT 3aKJIFOUYUTh, YTO (-
dexTbr CO MOTYT peann30BaThCs KaK dYepe3 aKTUBALIIIO
K¢,-xananoB, tak u nipu yyactum NO/cGMP cur-
HaJILHOTO ITyTH.

HccnenoBaHue BBITIOJHEHO TIpy (UHAHCOBOI
noaaepxkke PODPU u BPODU B pamkax HaydHOTO
mpoekTta Ne 20-515-00019 ben_a.

CIIMCOK JIUTEPATYPBI

1. Truss N.J., Warner T.D. 2011. Gasotransmitters and
platelets. Pharmacol. Ther. 132, 196—203.
https://doi.org/10.1016/j.pharmthera.2011.07.001

BUOJIOTMYECKME MEMBPAHBI

2.

10.

11.

12.

13.

14.

15.

MYPABBEB u np.

Wang R. 1998. Resurgence of carbon monoxide: An en-
dogenous gaseous vasorelaxing factor. Can. J. Physiol.
Pharmacol. 76, 1—15.
https://doi.org/10.1139/cjpp-76-1-1

. Wu L., Wang R. 2005. Carbon monoxide: Endogenous

production, physiological functions, and pharmaco-
logical applications. Pharmacol. Rev. 57 (4), 585—630.
https://doi.org/10.1124/pr.57.4.3

Wang R., Wu L. 1997. The chemical modification of
KCa channels by carbon monoxide in vascular smooth
muscle cells. J. Biol. Chem. 272, 8222—8226.
https://doi.org/10.1074/jbc.272.13.8222

. Wang R., Wang Z.Z., Wu L. 1997. Carbon monoxide-

induced vasorelaxation and the underlying mecha-
nisms. Br. J. Pharmacol. 121, 927—934.
https://doi.org/10.1038/sj.bjp.0701222

. Durante W., Peyton K.J., Schafer A.1. 1999. Platelet-

derived growth factor stimulates heme oxygenase-1
gene expression and carbon monoxide production in
vascular smooth muscle cells. Arterioscler. Thromb.
Vasc.Biol. 19, 2666—2672.
https://doi.org/10.1161/01.ATV.19.11.2666

. Pries A.R., Secomb T.W. 2003. Rheology of the micro-

circulation. Clin. Hemorheol. Microcirc. 29, 143—148.

. Popel A.S., Johnson P.C. 2005. Microcirculation and

hemorheology. Annu. Rev. Fluid. Mech. 37, 43—69.
https://doi.org/10.1146 /annurev.fluid.37.042604.133933

Guo Q., Duffy S.P., Matthews K. 2014. Microfluidic
analysis of red blood cell deformability. J. Biomech. 47,
1767—1776.
https://doi.org/10.1016/j.jbiomech.2014.03.038

Mohandas N., Gallagher P.G. 2008. Red cell mem-
brane: Past, present, and future. Blood. 112, 3939—
3948.

https://doi.org/10.1182/blood-2008-07-161166
Uyuklu M., Meiselman H.J., Baskurt O.K. 2009. Role
of hemoglobin oxygenation in the modulation of red
blood cell mechanical properties by nitric oxide. Nitric
Oxide. 21, 20—26.
https://doi.org/10.1016/j.ni0x.2009.03.004

Bor-Kucukatay M., Wenby R.B., Meiselman H.J., Ba-
skurt O.K. 2003. Effects of nitric oxide on red blood cell
deformability. Am. J. Physiol. Heart Circ. Physiol. 284,
1577—1584.
https://doi.org/10.1152/ajpheart.00665.2002

Mozar A., Connes P., Collins B., Hardy-Dessources M.D.,
Romana M., Lemonne N., Bloch W., Grau M. 2016.
Red blood cell nitric oxide synthase modulates red
blood cell deformability in sickle cell anemia. Clin.
Hemorheol. Microcirc. 64, 47—53.
https://doi.org/10.3233/CH-162042

Muravyov A.V., Antonova N., Tikhomirova I.A. 2019.
Red blood cell micromechanical responses to hydrogen
sulfide and nitric oxide donors: Analysis of crosstalk of
two gasotransmitters (H,S and NO). Series on Biome-
chanics. 33, 34—40.

Gao L., Cheng C., Sparatore A., Zhang H., Wang C.
2015. Hydrogen sulfide inhibits human platelet aggre-
Ne 3

TOM 38 2021



16.

17.

18.

19.

20.

21.

22.

23.

BIIMAHUE TASOTPAHCMUTTEPA MOHOOKCHUIA YIJIEPOIA

gation in vitro in part by interfering gap junction chan-
nels: Effects of ACS14, a hydrogen sulfide-releasing as-
pirin. Heart Lung Circ. 24, 77—85.
https://doi.org/10.1016/j.hlc.2014.05.019

Irwin C., Roberts W., Naseem K.M. 2009. Nitric oxide
inhibits platelet adhesion to collagen through cGMP-
dependent and independent mechanisms: The poten-
tial role for S-nitrosylation. Platelets. 20, 478—486.
https://doi.org/10.3109/09537100903159375

Dodge J., Mitchell C., Hanahan D. 1963. The prepara-
tion and chemical characteristics of hemoglobin free
ghosts of erythrocytes. Arch. Biochem. Biophys. 100,
119—130.

Artmann G.M. 1995. Microscopic photometric quanti-
fication of stiffness and relaxation time of red blood
cells in a flow chamber. Biorheology. 32, 553—570.
https://doi.org/10.1016/0006-355X(95)00032-5
Cokelet G.B., Meiselman H.J. 1968. Rheological com-
parison of hemoglobin solutions and erythrocyte sus-
pensions. Science. 162, 275-277.

Jaggar J.H., Li A., Parfenova H., Liu J., Umstot E.S.,
Dopico A.M., Leffler C.W. 2005. Heme is a carbon
monoxide receptor for large-conductance Ca?*-acti-
vated K* channels. Circ Res. 97, 805—812.
https://doi.org/10.1161/01.RES.0000186180.47148.7b

Morita T., Perrella M.A., Lee M.E., Kourembanas S.
1995. Smooth muscle cell derived carbon monoxide is a
regulator of vascular cGMP. Proc. Natl. Acad. Sci. USA.
92, 1475—1479.
https://doi.org/10.1073/pnas.92.5.1475

Soboleva T., Berreau L.M. 2019. 3-Hydroxyflavones
and 3-hydroxy-4-oxoquinolines as carbon monoxide-
releasing molecules. Molecules. 24, pii: E1252.
https://doi.org/10.3390/molecules24071252

Furchgott R.F., Jothianandan D. 1991. Endothelium-
dependent and -independent vasodilatation involving
cyclic GMP: Relaxation induced by nitric oxide, car-

24.

25.

26.

27.

28.

29.

30.

31.

223

bon monoxide and light. Blood Vessels. 28, 52—61.
https://doi.org/10.1159/000158843

Leffler Ch.W., Parfenova H., Jonathan H. Jaggar J.H.
2011. Carbon monoxide as an endogenous vascular
modulator. Am. J. Physiol. Heart Circ. Physiol. 301,
HI1-HI1.

https://doi.org/10.1152/ajpheart.00230.2011

Durante W. 2002. Carbon monoxide and bile pigments:
Surprising mediators of vascular function. Vasc. Med. 7.
195—-202.
https://doi.org/10.1191/1358863x02vm424ra
Bettowski J., Jamroz A., Borkowska E. 2004. Heme ox-
ygenase and carbon monoxide in the physiology and
pathology of the cardiovascular system. Postepy Hig.
Med. Dosw. (Online). 58, 83—99.

Oonishi T., Sakashita K., Uyesaka N. 1997. Regulation
of red blood cell filterability by Ca2* influx and cAM P-me-
diated signaling pathways. Am. J. Physiol. Cell Physiol. 273,
1828—1834

Muravyov A.V., Tikhomirova I.A. 2012. Role Ca2* in
mechanisms of the red blood cells microrheological
changes. Adv. Exp. Med. Biol. 740, 1017—1038.
https://doi.org/10.1007/978-94-007-2888-2_47

Johnson E.K., Teran FJ., Prieto-Carrasquero M.,
Johnson R.A. 2002. Vascular effects of a heme oxygen-
ase inhibitor are enhanced in the absence of nitric oxide.
Am. J. Hypertens. 15, 1074—1080.
https://doi.org/10.1016/S0895-7061(02)03062-5

Kampoli A., Tousoulis D., Tentolouris C., Stefanadis Ch.
2012. Novel agents targeting nitric oxide. Curr. Vasc.
Pharmacol. 10, 61-76.
https://doi.org/10.2174/157016112798829805

MypasbeB A.B., MuxaiinoBa C.T'., TuxomupoBa N.A.
2014. Ponb BHYTPUKIIETOUHBIX CUTHAJIbHBIX CUCTEM B
M3MEHEHUSIX MUKPOPEOJIOTUYECKUX CBOCTB 3PUTPO-
ouToB. buoa. membpanst. 31, 270—-277.
https://doi.org/10.7868,/S0233475514040069

Effects of Carbon Monoxide on Microrheology
and Elasticity of Erythrocyte Membranes
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BUOJIOTUYECKUE MEMBPAHBIL

Oxygen delivery to tissue microregions depends not only on vascular factors, but also on the erythrocytes —
transporters of respiratory gases. Although the influence of gas transmitters on the microrheology of blood
cells is not in doubt, the available data mainly concern the effects of nitric oxide (NO) on the elasticity of the
erythrocyte membrane. There is much less information on the effects of H,S, and there are no data at all on
the signaling role of carbon monoxide (CO) in erythrocyte microrheology. The aim of this work was to study
microrheological responses of erythrocytes to CO. The microrheological characteristics of erythrocytes were
studied in control conditions and in the presence of the CO donor CORM-3 in combination with a number
of inhibitors, including the soluble guanylate cyclase inhibitor ODQ, the inhibitor of NO synthase L-NAME,
and the blocker of Ca?*-dependent potassium (Kc,) channels TEA. Erythrocyte deformability index (EDI)
and aggregation index of erythrocytes (AIE) were recorded in control conditions and after the incubation with
these componds. Besides, changes in microrheology induced by these preparations in recovered erythrocyte
ghosts were evaluated. In the presence of CORM-3, erythrocytes showed an increase in EDI by 9% (p < 0.01).
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The increase in EDI in erythrocyte ghosts caused by the CO donor was 10% (p < 0.01). Under these condi-
tions, AIE decreased by 41% (p < 0.01). Blocking K¢, channels by TEA resulted in a significant suppression
ofthe CO-dependent increase in EDI and completely eliminated the effect of CO on erythrocyte aggregation.
Inhibition of the NO-associated signaling pathway by ODQ and L-NAME eliminated the microrheological
effects of CORM-3. The obtained results indicate that CO is able to positively influence the microrheological
characteristics of erythrocytes by increasing their elasticity and deformability and inhibiting their ability to ag-
gregate. The regulatory effects of CO can be realized with the participation of K, channels and the NO/cGMP
signaling cascade.

Keywords: erythrocytes, deformability, aggregation, gas transmitters, carbon monoxide, soluble guanylate cy-
clase, Ca>"-activated K* channels
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PacriosHaBaHMe BKYCOBBIX MOJIEKYJI OOecTieuMBaeTCsl CrelIMaIn3upOBaHHBIMU pelienTopamMu, GyHKIIMO-
HUPYIOIIMMHM Ha pelleNITUPYIOINIeH alTMKaIbHOM MeMOpaHe BKYCOBBIX KJIETOK, OOpaIlleHHOM BO BKYyCOBYIO
rmopy. BKycoBasi TpaHCIyKIIVsI 3aBepIaeTcsl KONMPOBAaHUEM CEHCOPHOM MHMOpMany B (hopMe CTUMYII-
3aBHCUMOTO BBIOpOoca adpdepeHTHOro HeMpOTpaHCMUTTEPA, CTUMYJIUPYIOIIETO BKYCcOBOi HepB. OCHOB-
HBIM HelipoMennaTopoM IMepudepuieckoit BKycoBoit cucteMsl siBisiercst ATP. CuHanTrueckas mepemgada
BO BKYCOBBIX KJIeTKax Tuta 11 ocHoBaHa He Ha KaHoHMYecKUM Ca’ ' -3aBHCIIMOM 3K30IIMTO3HOM MEXaHHU3-
Me cekpelnu, a obecrieunBaetcs: Ca?-He3aBucuMbIM BbiGpocoM ATP uepe3s ATP-npoHuIIaeMble MOHHBIE
KaHaJIbl 6azoJlaTepaabHOM MeMOpaHbl. DTOT MPOIECC N3yJayics Ha YPOBHE OAMHOYHBIX KJIeTOK TuIa 11, u
OBUI BBISIBJICH Psifi 3aKOHOMepHOcTel cekpetimu ATP. Mexny TeM, Mpyu UCCIeTOBaHUM CTUMYJI-3aBUCUMO-
ctu Beiopoca ATP Ha ypoBHE OMMHOYHBIX KJIETOK MJIY M30JIMPOBAHHBIX BKYCOBBIX ITOUYEK IMPAKTUIECKHU He-
BO3MOKHO CTUMYJIMPOBATh TOJIBKO alTMKaAJIBbHYI0O MeMOpaHy KiieToK. [103ToMy B TaKMX 3KCTIEPUMEHTAX Cy-
IIIECTBYET BEPOSITHOCTh HecTielMpuuecknux 3¢ (HEeKTOB BKYCOBBIX COeTMHEHMI. JIJTs1 MccaenoBaHms ceKpe-
1y ATP BKyCOBBIMM KJIETKAMU B YCIOBUSX (DU3UOTOTMYECKY acKBATHOM CTUMYJISILIMYA HAMM pa3paboTaH
SKCTIEPUMEHTATbHBIN ITOAXO0T, OCHOBAHHBIN Ha MCIOJIb30BAHUM 3KCTIEPUMEHTAILHOM KaMephl, IIPeICTaB-
JIsttoneit coboii MoamduKanuio Kamepsl YccuHra. Kamepa cocrosia u3 1Byx nepdy3npyeMbIX OTCEKOB,
MEXIY KOTOPBIMU 3a3KMMAJICS W TUTOTHO M30JMPOBAJICS (PparMeHT SI3bIKOBOTO STUTENS, COAePXKaInii
KeJToGoBaThIi BKYCOBOM cocoueK. BKycoBbIe CTUMYJTBI MOJABAIMCH Yepe3 BEpXHUI OTCEK, B KOTOPHIiA ObI-
Jia obGpallleHa Hapy>XHasl 9acTh SMuTeus. basaibHast 4acTh BKYCOBBIX ITOUYeK ObLTa oOpallleHa B HYDKHUM
OTCEK, 3alOJIHsIEMBbIN ToLmndeprH-TIonudepa3Hoi cMechio I neTeKuun Beiopoca ATP. JlaHHbIi mon-
XOJI BIIEPBBIC TTO3BOJIMI B peXXMMe peaJIbHOTO BpeMeHM HabmonaTh BEIOpoc ATP BKycoOBBIMU KJIeTKaMU B
OTBET Ha CTUMYJISIIINIO BKYCOBBIMU BEIIIECTBAMM, TOCTYITHBIMU TOJIBKO TSI alTUKAJIBHOM MEMOpaHBI.

KiroueBbie clioBa: BKyCOBOI pelieNTOPHbIN anuTenuid, cekpenysi AT P, monmdepuH-monudepasHblii MeTox
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BBEAEHME

BxycoBrie perienrropHbie KineTku Timna Il ssasiorest
OCHOBHBIMM XEMOCEHCOPHBIMM KJIETKAMM BKYCOBOI
MOYKHY, CIELMATU3UPYIOIIMMUCI B Pacrio3HaBaHUU
TOPBKOTO, CJIAIKOT0 M AMUHOKHUCIIOT. DT KIIETKH IKC-
MPECCUPYIOT TeNTACIIMpPaIbHbIE BKYCOBBIC PELICITTOPHI
(G-protein coupled receptor, GPCR), (opmupyromnie
nBa moacemMeiictB T1R u T2R. Dtu penenTopbl U co-
MPSDKEHHBIE CUTHAIBHBIE CUCTEMbI (PYHKIIMOHHMPYIOT
Ha anuKaJbHOM MeMOpaHe, KOTopasl SKCIIOHMpOBaHAa
BO BKYCOBYIO ITOPY U BBITIOJHSIET (DYHKIIUIO pELIeII-
U1 BKyCOBOro ctuMmyia. CorjlacHO COBpPEeMEHHBIM
npeacTaBieHusM [1], TpaHCAYKIIMS BKYCOBOTO CHUT-
HaJla BO BKYCOBBIX KjeTKax Tuiia 11 BkirrouaeT ciemy-
IOIlIe OCHOBHbIE BHYTPUKJICTOUHbIE COOBITUS. [1pu
CBSI3bIBAHUU MOJIEKYJI BKYCOBBIX BEILIECTB BKYCOBBIC

GPCR comnpsiratorcas G-6enkoM ¢ dochonunazoit
PLCP2, koTopast Katanusupyet ruaposiun3 hochoriu-
nuga PIP,, mpousBons nBa BTOPUYHBIX MeAuaTopa:
pactBopuMbiii [P; u nununneiii DAG. lanee 1P,
CTUMYJIMPYET BBIOpOC nenoHuposaHHoro Ca?* mpu
yuactum IP;-penientopa (turn I11). Ctumyi-3aBucumoe
MoBbIIIEHUE BHYTpUKIIeTouHoro Ca%™ obecrieunBa-
eT aktuBaunio Ca’"-3aBUCUMBIX KATUOHHBIX KAHAJIOB
TRPM)5 6a3onatepanbHoit MeMOpaHbI U TeHEPALIUIO
JEeTIONISIPU3YIONIEr0  PELEeNTOPHOIO MOTeHIIMAaAa.
I[MocnenHuii cTUMYJIMpPYET ITOTCHIIMAT-3aBUCUMBIE
Na'-kaHanbl, THULIMUPYA T€HEPALIIO CEPUM TTOTEH-
1IMajI0B AEHCTBUS 1 BIOpOC addepeHTHOro HelipoMe-
muaropa ATP [1—4].

BHyTpuiieTouHblit Ca?" BBICTYNIAET B POJIU BTO-
PUYHOTO MOCPEIHNKA IIPU TIepenade CEHCOPHOTO CUT-
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Hajla 1 B IPYI'MX CEHCOPHBIX KJeTKax. Tak, B HEMpo-
Hax BomepoHa3ajpHoro oprana GPCR ¢epomonoB
comnpskerbl ¢ PLCB2 (mmu PLCP4), u B mporecce
TpaHcaykuuu rnpovcxoaut [P;-3aBucrumblii BEIOpoC ne-
nonuposanHoro Ca?t, xnoueBbIM sBisieTca DAG-3a-
BUCUMBI BXxoj HapyxxHoro Ca?' yepes DAG-akTu-
BupyeMble KatnoHHbIe KaHaisl TRPC2 [5]. XoTda B
MIaHHOM cJiydyae MMeHHO (poc(hOUHO3UTUAHBIN Kac-
KajJ obecrieurBaeT COMpsiXkKeHre PeLenTopoB (epo-
MOHOB C KJIETOYHBIM OTBETOM, KaK W BO BKYCOBBIX
KJIeTKaX, CYMTAETCS, UTO BO BKYCOBOI TPaHCAYKIINU
Ca’*-curHanusauus o0ecreynBaeTcs 3a C4eT BLIOpoca
nernoHupoBaHHoro Ca?t mpu NpeHeOpexXrMO MaloM
BKJIazie BXoaa HapyxHoro Ca®' [1, 4]. TIoCKOJIbKY BbI-
JleJIeHe UHIWBUIYaJIbHBIX BKYCOBBIX KJIETOK COMNpS-
JKEHO C JIOCTATOYHO XECTKUMU (DepMEHTATUBHBIMU U
MeXaHUYECKUMU BO3NEUCTBUSIMU, MOXKHO AyMaTh, YTO
coxpaHeHre (YHKIMOHAIBHOCTU aIlMKaJIbHON MeM-
OpaHbl, BKIIOYast GyHKUMOHATBHOCTL Ca’t-nponnua-
€MbIX MIOHHBIX KaHAJIOB, HE UAEHTU(MUILIMPOBAHHBIX 10
HACTOSIIIIET0 BpeMEHMU, TIPENCTaBiIsieT coOOi OMHY U3
Mpo6JieM (U3UOJIOTMU BKYCOBBIX KJ1eTOK. C 3TOI TOUKHU
3peHUs] NIPEACTABIISIETCS LeIeCO00Pa3HbIM BBITOJIHSATD
VICCTIETOBAHUST BKYCOBOI TPaHCIYKIIMU C UCTIOJb30Ba-
HUEM He TOJIbKO TIPeTapaToB AUCCOLIMNPOBAHHBIX BKY-
COBBIX [TOYEK, HO U 60JIe€ MHTErpaIbHbIX MPETapaToB, B
KOTOPBIX pelienTUpyollas MeMOpaHa M acCOLMUPO-
BaHHBIE MOJIEKYJISIPHBIE CTPYKTYpHI O0Jiee COXpaHHBI U
(YHKIIMOHATBHBIL.

OnuH 13 TaKMX IperapaToB OBIT ONcaH B padoTe
[2], B KoTOpoi1 misa mcciaenoBaHus cekpeuuu ATP
KCIIOJIb30BaJlach Kamepa YccuHra [6] mis aHanusa
cekpeuu ATP ¢pparMeHTaMU SI3bIKOBOTO SITUTEIINS,
coaepxXKalux JU0o Keao0oBaThlii, TMOO JIMCTOBUI -
HBIII BKYCOBOI cocouek. ba3zonarepanbHas cTopoHa
SIIMTEJIMS paclioiarajach B pe3epByape ¢ OyhepHbIM
pacTBOPOM, KOTOPBIi MOCJIE CTUMYJISILIAM COOMpaI-
CsI, CMEIIMBAJICS ¢ TronudepuH-moundepa3bIM pea-
TEHTOM U aHaJM3UPOBAJICS Ha JIIOMUHOMETpe. DTa
METOAWKA TO3BOJMWJIA CTaTUCTUYECKU TPOJAEMOH-
cTpupoBaTh pocT BeIOpoca ATP ¢parmeHTamMu snm-
TEJIMSI CO BKYCOBBIMU ITOYKAMHU B OTBET Ha OTHOKpPAT-
HYI0O CTUMYJISLIAIO CMECBhIO TOPBKUX BEIIECTB IIO
CpaBHEHUIO ¢ parMeHTaMu 0€3 BKYCOBOIi TKaH! [2].
Tem He MeHee, Takol moaxon (haKTUYECKU JIUIIEH
BHYTPEHHETO KOHTPOJISI IO CXeMe KOHTPOJIb-BO3/eii-
CTBHE-KOHTpPOJIb. B manHo#1 padote MBI MOOU(DUIIN -
PpOBaJIM OIIMCAaHHBIN BHIIIE IOAXOI 1 YCTPAaHWIM YKa-
3aHHBII HEIOCTATOK, 00ECIIeYNB MOHUTOPUHI CEK-
peunu ATP B pexkxniMe peailbHOTO BpEMEHMU.

MATEPUAJIBI U METO/J bl

Bobioeaenue exycoeozo anumeaus si3plKa MBI, CO-
JiepxXallero xejodboBaThlii BKYCOBOII COCOYEK, MPO-
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BOOMJIOCHh MO cTaHmapTHOI Metommke [3]. Cmech
¢epmenToB (1.1 mr/min KomwrareHasel b, 1.2 mr/mi
aucnasel II, 0.2 mr/mn snacrassl (Worthington,
CHLIA), 0.5 Mr/Ma uHru6uropa TpurncuHa (Sigma—
Aldrich, CIIIA) B pactBOpe, coaepxaiieM (MM):
130 NaCl, 10 KCI, 1 CaCl,, 1 MgCl,, 10 HEPES,
10 rmoko3sl (pH 7.8), nabenimpoBaiach o, SIIUTE-
JINI M30JMPOBAHHOTO SI3bIKa. 3aTeM SI3bIK MHKYOU-
poBajicst 35 MUH B OeCKaJIbIIIEBOM PACTBOPE, CONEPKa-
meMm (MM): 120 NaCl, 20 KCl, 0.7 CaCl,, 1.1 MgCl,,
1 EGTA, 1 EDTA, 10 HEPES, 10 rmoko3sl (pH 7.4).
IMocne nHKyGaLMy SNUTENNI ToApe3acs U OTAESI-
Csl OT MBIILIIEUHOI TKaHU. YUYaCTOK IUTEJIUS S3bIKa C
2KeJIOOOBAaTbIM COCOYKOM MOMeIaIcs B (pU3UOJIOTH -
yecKUii pactBOop, comepxkamuii (MM): 135 NaCl,
5 KClI, 1 MgCl,, 1 CaCl,, 10 HEPES, 10 rintoxko3sl
(pH 7.4), 1 3aTem Kpenuics B KaMepe YCCUHTA Tak,
yTOOBI alMKaJbHasl YaCTh 3MUTEUs Obljla oOpalleHa
B BEPXHUI OTCEK KaMephl.

Monumopune eéviopoca ATP BKyCOBbIMU KJIETKAMU
OCYILIECTBIISICSI B MOIUMUILIMPOBAHHOM Kamepe Yc-
cuHra [6], KoTopast cocTosiia U3 ABYX Nepdy3upyeMbIX
OTCEKOB, MEXY KOTOPbIMU 3AXKUMAJICS U TIJIOTHO U30-
JiupoBaJicsl (hparMeHT SI3bIKOBOTO 3MUTEJIUS, COAEP-
JKalero Xeao0oBaThlii BKYCOBOM cocouek. PacTBop
IJ1s1 epdy3un anuKaaibHOW CTOPOHBI BMUTENUS CO-
nepxan (MM): 50 NaCl, 20 KCl, 4 CaCl,, 0.5 MgCl,,
5 HEPES (pH 7.6) [8]. HrxHsis stueiika 3aronHsiach
GU3NOIIOTMYECKNM PacTBOPOM, coaepxkammm 10 MkM
KaymmeBoil conu JoumgeprHa n 0.1 MKr/1 pekoMOu-
HaHTHOM momudepasbl (Sigma—Aldrich, CIIA). Xe-
MWJIIOMUHECHEHIIUST JdouudepuH-amonudepasHoit
CMeCHU  perucTpupoBajacb  MHUKPODOTOMETPOM
Model 814 (PTI, CIIIA), paGoTamoimuM B pexXUMe
cyeTa (POTOHOB U MOAKIIOYEHHBIM K KOMIbBIOTEPY
yepe3 wuHrepdeiicHbii Momyinb BrightBox (PTI,
CIIIA). ®oTOOTBETHl PETUCTPUPOBAIMCH U aHAIM-
3UPOBAJIUCH C TIOMOIIbIO TPOrPpaMMHOTO obecreye-
Hus Felix32 (PTI, CIIA). IlonyyeHHbIe HaHHbIE
obpabaTeiBanuchk B mporpamme SigmaPlot 11 (Systat
Software, CI1IA).

DKCIMEePUMEHTHI TIPOBOIMIIMCH TPU KOMHATHOM
temmnepatype (23—25°C). Comu, HEPES u BKycoBble
CTUMYJIBI IpHOOpeTanuch y pupmbl Sigma—Aldrich.

PE3VJIBTATDBI

DKCNEePUMEHTBI TTPOBOAUINUCH C UCIOJIb30BaHU-
€M DKCIEPUMEHTATBbHOM KaMepbl, IPeACTaBISIOIIEH
c000ii MomguduKalMIo KaMepbl YccuHra [6], KoTopast
IIMPOKO MCIIOJIb30Bajach, HalIlpuMep, I U3Mepe-
HUS TPAaHCIIOPTa MOHOB, IUTATEILHBIX BEIECTB 1 JIe-
KapCTB Yepe3 SNUTeInaabHble TKaHU [7], a TaKKe IS
aHajn3a BbIOpOCAa TOPMOHOB TKaHSIMU ITBEHAALIATH -
nepcTtHol kuku [8]. Pa3zpaboranHass HaMU KaMepa
MOHTHPOBajach Ha MUKPO(hOTOMETPE U COCTOsIIa U3
Ne 3
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EX VIVO MOHUTOPUHT CTUMYJI-3ABUCUMOM CEKPELIUU ATP

N

I MM COA _

1000 ¢

100 uM ATP

200 Av/c

10 MM XUHUH

100 HM ATP
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400 |
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0 e 1] ]
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Puc. 1. Perucrpanmst XeMUITIOMUHECIICHTHOTO CUTHAJIa IO depuH-Tondepa3sHoil CMeCH B HUSKHEM OTCeKe KaMephl. a, 6 —
On-line perucrparys curHajia, o6ycaoBiIeHHOro BbIopocoM ATP BKyCOBBIM 3IUTEIMEM IIPU KPAaTKOBPEMEHHOM aIlIlIMKallu1
Ha aNMKaTbHYIO TTOBepXHOCTh anutenust | MM okraarnerat caxapossl (COA) (a) u 10 MM rugpoxsiopuna xuHuHa (6). Bpems u
TIPOIOJIKUTEIBHOCTD allTUTMKALIMIA yKa3aHbl JMHUSIMM Hall 9KCITEpUMEHTaIbHO KPUBOM, MOMEHTBI 3aMEHBI CMeCH JItoInde-
puH-To1MdeEpasbl B HUXKHEM OTCEKe KaMepbl YKa3aHbl CTPEIKaMU MOJ] 9KCIIepUMEHTaTbHOM KPUBOIi. 6 — Perucrparius xemu-
JIIOMUHECILIEHTHOTO CUTHAJIa IIPU Mojavye pacTBopa tonbepruH-monndepasbl ¢ U3BeCTHBIMU KOHLIeHTpatussmu ATP; BpeMst
U TIPOAOJIKUTENIBHOCTD IT0J1a4 pacTBopa JiolndepuH-Tolndepa3bl B HIDKHUI OTCEK KaMepbl yKa3aHbI IMHUSMU Hall 9KCITe-
PUMEHTaIbHOM KpUBOii. ¢ — KasimbpoBouHas aMarpaMMa, oTpaxalollasi CpeiH1e MMKOBbIE 3HAYEHUST YPOBHSI XeMUJTIOMUHEC-

LHECHIIMHN B HUXKHEM OTCEKE.

JIBYX HE3aBUCHUMO IePPy3MpPyeMbIX OTCEKOB, MEXKIY
KOTOPBIMHU IUIOTHO (DUKCUpOBajcs snuTenuii. Ha-
pyXHasl 4acTh 3MOUTEINSI, a 3HAYUT M aIllMKaJIbHbIE
y4acTKM MeMOpaH BKYCOBBIX KJIETOK, ObLIa 3KCIO-
HHMpOBaHa B BEpXHUIT OTceK Kamephl. [lepen Haganmom
peructpanuu B TedeHre 30—40 MUH Ipou3BOAMIIACHE
HeTlpepbiBHasT mepdy3usi 0o00MX OTCEKOB KaMephbl
anMKaJIbHEIM 1 (PU3UOJIOTMYECKUM PacTBOPAMM CO-
OTBETCTBEHHO, IJIsI BOCCTAHOBJICHUSI TKAaHM IIOCTIC
MEXaHMYECKUX BO3IEMCTBUIA, CBSI3aHHBIX C 3aKpeI-
JIEHHEM ee MeXIy oTceKaMu. Ilocite mepuona perak-
callMM IIpenapaTa, HYDKHHUI OTCEK 3aIlOJIHSIJICS JIIO-
HudepuH-ToUndepasHoil CMeChio, UTO, KaK TTPaBUJIO,
MO3BOJISLIO HAOMIONATh CTAOMIIBbHYIO 0a3aIbHYI0 XeMU-
JIIOMUHECLIEHILIMIO HU3KOI'O YPOBHS, BUAVMO, BbI3BaH-
HYIO CIIOHTAHHBIM OKHCJIeHUeM JolurdpeprHa. KoH-
CTPYKILIMSI KaMephbl U cucTeMa Iiepdy3umn obecrieum-
Bajla MUHUMAaJIbHOE TUAPOCTATUYECKOE JaBJIeHUE Ha
SIIUTEJMI U TI03BOJISIJIa B MpPOILECCe pPEerucTpaluu
TIPOM3BOIUTE OBICTPYIO, 0€3 TUAPABINYECKOIro yaa-
pa, CMEHY pacTBOpa B BEpXHEM OTCEKe Hal altiKajlb-
Ne 3
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HOM CTOPOHOM 3MUTENINSI. DTO 00ECIIeUYMBAIIO OTCYT-
CTBHE apTeaKTOB, CBSI3aHHBIX C MEXaHMYECKIMU BO3-
MYIICHUSIMM SIIMTEJIMSI, KOTOpPhbIE MOINIM BHI3BIBaTh
BbIOpoC ATP 13 snuTenvanbHO TKaHU, W TTO3BOJISLIIO
BBITIOJIHSITh CEPUIO aIlIUIMKALIMIA HAa OQHOM IIperapare.
11 TipenoTBpallieHUsT Mapa3uTHOM 3aCBETKU BO BpeMsI
9KCIIEPMMEHTOB Kamepa ¢ (oTOMETpOM pacmoJara-
JINCHh B CBETOHEIIPOHMIIaeMOM OOKCe, YCTaHOBJICH-
HOM B 3aTeMHEHHOM IoMellleHUH. B Havase Kaxnoii
peTuCTpalii TePMETUIHOCTh KaMephl C 3aKpeIUICH-
HBIM 3ITUTEJIMEM U LIeJTOCTHOCTD IMOCJIeITHETO TPOBe-
pstmuch KpaTtkoit (15—20 ¢) momaueit pactsopa 100 HM
ATP B Bepxuuii orcexk Kamepsl. [lpn Haanmaum mo-
BPEXIEHUI WM HEIUIOTHOM (DUKCAIIMU SITUTEINS B
KaMepe 3TO IMPUBOAMIO K OBICTPOMY IIPOHUKHOBE-
HUI0 ATP B HMZKHUIT OTCEK M BhI3BIBAJIO OOIBIION O
aMIUIATYIE XeMWIIOMUHECLIEHTHBIM curHai. B Takux
cliydyasix 9KCIIEpUMEHT OCTaHAaBJIMBAJICS, U B KaMepe
MOHTHPOBAJICS HOBbII BKYCOBOI 3MUTEIUNIA.

ITockoabpKy B XeJIOOOBAaTOM BKYCOBOM COCOUYKE
JTOMUHHPYIOT TOPbKO-4YBCTBYIOIIMIE€ BKYCOBBIE KJICT-
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KM, B ONKCHIBAEMBIX 3KCIIEpPUMEHTAX HCIOJIb30Ba-
JIMCH BEIIIECTBA, BHI3BIBAIOIIYE TOPHKII1 BKYC, B YaCT-
HOCTU — Tuapoxjopua xuHuHa (10 MM) 1 okTaalierar
caxaposbl (1 MM). CTuMyISILUMS SMUTEINST TIPOBOAM-
Jach mmyteM KpaTkoBpeMeHHOoM (30—50 ¢) cMeHbI KOH-
TPOJIBLHOTO PacTBOpa B BEpXHEM OTCEKe KaMephl Ha pac-
TBOP, COIEPKAIIMii TOPHKOE COeNMHEHNE B TPeOyeMOit
J103¢. AIMUIMKALMS BKYCOBBIX CTUMYJIOB IIpUBOAMIIA K
BbIOpocy ATP snutenveM U TeHepaluy XeMUITIOMU-
HECILIEHTHOTO CUTHajJla B HUXXHEM OTCEKE KaMephl
(puc. la, 16). UHTepBaa BpeMeHU MeXAy Iomadyeit
BKYCOBOI'O CTUMYJIa 1 MAaKCUMYMOM XEMIJIIOMUHEC-
LIEHTHOTO OTBETa JIrouueprH-TonudepasHoil cMe-
cu coctaBmi 30—100 c. ITocie BoccTaHoBIeHMs 6a30-
BOT'O YPOBHSI XeMWIIOMUHECILICHIIUM IIPOU3BOINIACH
CMeHa cMecH JoudepruH-Tonmrdepasbl B HUXKHEM
OTceke KaMephl (CTpesIKu Ha puc. la, 16), 4TOOHI ITpu
MOCJIENYIOIINX PEerucTpalusIx u30exKaThb IaIeHUs
AMIUIATYIBI OTBETOB BCJICACTBUE CHUZKEHUSI KOHIICH-
TpallMM aKTUBHBLIX PEareHTOB IIOLM(EPUH-JIIOLN-
depaszHoOIi cMecH.

st xonnmdecTBeHHOIT oOueHKU 3P(EeKTUBHOM
KoHLeHTpauun ATP, BbIAEJICHHOIO 3MUTEIUEM IIpU
CTUMYJISILIAM, TIOCJI€ 3aBEPIICHMS KaXKIOro 3KCIepH-
MEHTAa IIPOBOIMINCH KAIMOPOBOUHbBIE n3MepeHus. s
3TOrO ITOOYEPETHO OCYIIECTBIISIACH OTMBIBKA HIDKHETO
oTceKa (pU3MOJIOrMIeCKIM PaCTBOPOM C ITOCTICAYIOIINM
3aIl0JIHEHUEM PacTBOPOM JirolndeprH-Tonudepa-
3bl C U3BeCTHOM KoHLeHTpauueit ATP (puc. 16). I1o
MUKOBBIM 3HAYEHUSIM YPOBHSI XEMWJIOMMHECILIEH-
UM CTPOMJIAach KaJauOpOBOYHAsl auarpaMma Kak
¢yHKIMSI cpeqHeil KoHUeHTpaunu ATP B HinKHeM
otrceke (puc. 1e). CorracHO moayYeHHBIM IIPU KaJIno-
POBOYHBLIX M3MEPEHMSIX pe3yJbTaTaM IIpU JTaHHBIX
YCIOBUSIX PETUCTPALIMU U COCTaBe JIOLUMEPUH-TTI0-
ucdepa3Hoil cMecu, MUHUMAaJIbHAsI perucTpupyemasi
cpenHgs kKoHueHTpauust ATP coctaBuina mpnoamnsmn-
teabHO 0.1 HM. OCHOBBIBasICh Ha KannOpoBKe (puc. 1e),
a¢pdexTuBHas KoHueHTpauust ATP, nocturasmasics
B HIDKHEM OTCEKe KaMephl 3a CUET CeKPeIIU HyKJIeO-
THIA KeJJ00OBaThIM COCOYKOM B OTBET Ha TPeXKpaT-
HYIO0 BKYCOBY10 cTuMysiuuio 10 MM ruapoxiiopuaa
xuHuHAa (puc. la) cocraBuia okoso 24, 14 u 3 HM; u
B ciiyyae 1 MM okraarneraTa caxapo3sl (puc. 16) — 15,
8, 3 HM.

PazpaboTtaHHass HaMM MeTOAMKA MOHMUTOPUHTA
BbIOpoca ATP BKyCOBBIM 3MUTEIMEM ITyTEM PETUCTpa-
U XEMUJIOMUHECLIEHIIMU B PEXUME PEaJbHOTO
BPEMEHU C TOMOIIIBIO MOAU(DUITUPOBAHHON LTUPKY-
JIIIMOHHON KaMmepbl YCCcMHTra o0ecrieymia AocTa-
TOYHO BBICOKYIO YYBCTBUTEJIBHOCTb PETrUCTpallvM,
COOTBETCTBYIOIIYIO 3 deKkTrBHOI KoHLIeHTpau ATP
nopsiaka 0.1 HM (ITpy COOTHOIIIEHUM CUTHAJI/IITyM paB-
HOM 1), ¥ mO3BOIMJIa PETUCTPUPOBATH CEPUTO BEIOPO-
coB ATP omHuM mperapaToM, CTUMYJIUPYEMBIM T10-
cJienoBaTeIbHONM  aliIMKalMeil KpaTKOBPEMEHHBIX

BUOJIOTMYECKME MEMBPAHBI

TOPBKUX CTUMYJIOB. MeToarKa ITO3BOJISIa COXPaHSTh
XKMN3HECITOCOOHOCTh BKYCOBOM TKAaHM M €€ CII0OCO0-
HOCTb OTBEYaTh Ha TOPLKME BelllecTBa B TEUCHUE
JUTATEJILHOTO (00 2 4) SKCIIEpUMEHTa, XOTSI IIPU 3TOM
HaOJIIOJAJIOCh TOCTENEeHHOe CHIDKeHUe (paHIayH)
aMILIATYIBI OTBeTOB (puc. la, 16), BO3MOXXHO, 13-3a
ncroieHus 3amaca ATP B kieTkax /v CHIDKEHUS
3 deKTUBHOCTU KacKaaa TPAaHCAYKIIMY 1 MEXaHU3Ma
cekpeuny. B manmpHeiileM JaHHasE METOIMKA MOKET
OBITh MCIOJIb30BaHA IS aHaIM3a (PU3NOIOTMYSCKIX
3(dEeKTOB pas3TMIHBIX COSANHEHM, BKITI0Uask BKYCO-
BBbIE BEIIIECTBA M MOAYJISITOPHI aKTUBHOCTHA BKYCOBBIX
GPCR.

Pabora BbhimosHeHa 1nipu noagepxkke PODOU
Ne 20-04-01035 (pyk. O.A. PoraueBckasi).
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Ex Vivo Monitoring of Stimulus-Dependent ATP Secretion by Taste Cells

A. A. Khokhlov' and O. A. Rogachevskaja'- *
Institute of Cell Biophysics of the Russian Academy of Sciences, Pushchino, Moscow oblast, 142290 Russia
*e-mail: o.rogachevskaja @gmail.com

Recognition of taste molecules in the taste pore is performed by special receptors in the apical membrane of
taste cells, which provide coding of sensory information in the form of a stimulus-dependent release of an af-
ferent neurotransmitter that stimulates the taste nerve. The main neurotransmitter of the peripheral gustatory
system is ATP. At the cellular level, it has been shown that stimulus-dependent ATP secretion by type 1I cells
is a non-canonical Ca?"-independent release through ATP-permeable ion channels located in the basolateral
membrane. In single cell experiments it is practically impossible to stimulate only the apical membrane of
cells; however, this is feasible when registering the activity of the taste epithelium due to the physical isolation
of the apical and basolateral parts. We used a modernized Ussing chamber providing an opportunity to stim-
ulate separately the apical part of taste cells exposed to the upper cell of the chamber and to detect ATP se-
creted from the basal part of the epithelium into the lower cell of the chamber filled with a mixture of luciferin
luciferase. The developed experimental scheme allowed on-line recording of a series of ATP release by the
taste epithelium in response to stimulation of the apical part of the epithelium with bitter taste substances.

Keywords: taste epithelium, ATP secretion, luciferin luciferase assay
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ObLIAA MHO®OPMALIMA

XKypHan buoaoeuueckue memopanvt yoINKyeT CTa-
TB1, 0030PBI ¥ KPaTKME COOOIIIEHMSI, OCBEIIAIOIIIE Pa3-
JIMIHBIE, TIPEXIe Bcero (hU3MKO-XMMUIESCKUE W MOJIe-
KYJISIpHBIE aCTIEKThI (PYHKIIMOHUPOBAHMSI KJIIETOK U KJle-
TOYHBIX CCTEM. [1pMOpUTETHBIMU SIBJISIIOTCST paOOTHI B
00JIaCTH KJIETOYHOI 1 MOJIEKYJISIPHON MEMOPaHOJIOTUN
1 OMO(PM3NKH, a TAKKE pabOThI, B KOTOPHIX IIPeICTaBIIc-
HBI KJIETOUHBIE M MOJIEKYJISIPHBIE acIIeKThl (DU3MOJIO-
My, (hapMaKOJIOTUH, WMMYHOJOTUA W MEIUIINHEL.
KypHanm mprHUMaeT KaK SKCIIePUMEHTAIbHBIE, TaK 1
TeopeThYecKue padboThl B yKa3aHHBIX HAITPABJICHUSIX.

[IpuBeTCTBYIOTCS 3KCIIEpUMEHTAJIbHbIE PaOOTHI,
B KOTOPBIX UCCIIENYIOTCSI CBSI3b MEXY CTPYKTYPOI U
¢dyHKIIMEl MeMOpaH, MOJIEKYJISIpHbIE MEXaHU3MBbI
MEMOpPAHHOIO TPaHCIIOPTa, PELENTOPHBIE CUCTEMBI
¥ BHYTPUKJICTOYHASI CUTHAJIM3ALUS, KJIIETOYHbIEC (DYHK-
MM W KJIETOYHBIC ITaTOJIOIMH, aCCOLMMPOBAHHBIE C
TJ1a3MaTUYeCcKOil MeMOpaHOM KJIETOK (PpEeLeNTOpHI,
MOHHBIE KAHAJIbI, 9K301IUTO3, SHIOLIMTO3, (harolmnTos,
MEXKJIETOUYHbIE KOHTaKThl M JIp.) U C MeMOpaHamMu
BHYTPUKJIETOYHBIX CTPYKTYp (OMO3HepreTuka, ¢oTo-
CHHTE3, SIePHO-IIUTOIUIA3MAaTUIECKUE OTHOIICHUS,
anonrro3, Ca’*-curHanusaums u ap.).

INpeanouTteHue OTIAECTCS TEOPETUYECKMIM pabOTaM, B
KOTOPBIX PACCMAaTPUBAIOTCS (DMBUKO-XUMUIECKIE CBOi-
CTBa MEMOPaHHBIX CICTEM B paMKax MOJIEJIEi pa3IMuHO-
TO YPOBHSI AETaM3allii, MOICIPYIOTCS CTPYKTypa U
TMTHAMIKA MOJIEKYJISIPHBIX CHICTEM, (DYHKITMOHUPYIOIITIX
B OMOJIOTMYECKUX MEMOpaHaXx U B KJIETKE B LIEJIOM, TIpe/I-
JIararoTCs MAaTeMaTTIeCKIe MOIEIM CUTHAJTBHBIX U PeTy-
JIATOPHBIX TIPOLIECCOB, OOECIICUMBAIOIINX KU3HEes -
TEITbHOCTD KJIETOK W KIIETOYHBIX CHCTEM.

AHTIIMiicKast BepcHsl XypHayia HaspiBaeTcs “Bio-
chemistry (Moscow), Supplement Series A: Membrane
and Cell Biology” m pacripocTpaHsieTcs M3IaTelb-
ctBoM Springer (http://www.springer.com).

Tunot nybauxayuii. OCHOBHBIM THUIIOM ITyOJIMKa-
LM IBJISIETCS UCCIIeNOBAaTENbCKas CTaThsl, B KOTOPOI
MIPEACTABIICHLI Pe3ylabTaThl OPUTMHAIBHBIX SKCIIe-
PUMEHTAJILHBIX U TeopeTuYecKux pador. Pykomnuck
JIOJDKHA MPEUMYILIECTBEHHO CoepXKaTh HOBBIE, paHee
He onyOJIMKOBaHHBIe HaHHBIE. JIOIyCcKaeTCsa UCIIOIb-
30BaHME COOCTBEHHBIX, YK€ MpeACTaBICHHBIX MaTe-
pUaJoB, €CJIM TAKOBBIC ObLIM OITyOJIMKOBAaHBI B BUIE
KpaTKOTO COOOIIEHMSI WM Te31uCcoB noknana. Cchuika
Ha MpeaBapuTeIbHOE COOOIIEHUE 00sI3aTeIbHA.

HoBkle, mpriopuTeTHBIE JAHHBIE, TPEOYIOIINE CPOY-
HOTO OITyOJTUKOBaHMSI, MOTYT OBLITh HaIleyaTaHbLl B
KpaTKoM Buie B pasneie Kpamrue cooouenus. 1leneco-
00pa3HOCTh TAKOM BHEOUEPETHON MyOJIMKAIINI TOJK-

Ha ObITh 0OOCHOBaHA B IMChbMeE, HarpaBisieMoM [ 1aB-
HOMY pedakTopy aBTOPOM JIsI KOPPECITOHICHIINM.
B cirygae nipuHATHS Takass paboTa MOXET OBITh OImyO-
JIMKOBaHa B TedeHue 3—4 MeCSIIEB.

KypHaJ ImyeIuKyeT 0630pbt 1 MUHU-0030pbL, OTPa-
JKalollMe CYIEeCTBYIOIIME TIPEACTABIEHUS U BaxKHEM -
II1e TOCTMXKEHUS B 00JIacTU MeMOpaHOJI0oruu, O1o-
GU3MKM 1 OMOJIOTUU KIIETKU, MOJIEKYJISIPHOM U KJie-
TOYHOM (1)1/131/10.)10[‘1/[[/1, NMMYHOJIOTYU U MCOULTUHBI.

OtnpaBiisisi pyKOIUCh B XYpHaJs, aBTOp TapaHTH -
pYeT, UTO COOTBETCTBYIOIIMI MaTepua (B OpUrnHa-
Jie WU B TIEpPEBOJIe Ha ApYrve SI3bIKU WJIM C APYTUX
SI3bIKOB) paHee HUTIEe He MyOJIMKOBAJICS U HE HaXO-
JIUTCS HAa PAaCCMOTPEHMU ISl TyOJIMKALIMU B APYTUX
>KypHajiax. 2ZKypHasl moaaep>XXrMBaeT CTaHIapThI Ty0-
JmkKanoHHo# atuku (https://www.pleiades.online/ru/
authors/publication-ethics/) 1 TIpocUT aBTOPOB pazMe-
11IaTh B CTaThe HEOOXOAMMYIO MH(OPMAIIUIO, CBSI3aHHYIO
¢ nx coomonenueM (https://www.pleiades.online/ru/
authors/guidlines/reference-information/).

Pykonucu HeobxonumMo oTnpaBisiTh yepe3 M3na-
TeJbcKuii mopTan https://publish.sciencejournals.ru/
WIK TI0 2JICKTPOHHOM IoYTe Ha aapec pemakiluu:
biomembranes2010@gmail.com.

TPEBOBAHUSA K O®OPMJIEHUIO CTATEN

Dopmam cmameii. Pykonvch T0JKHA OBITh HATTHCA-
Ha J100 Ha PYCCKOM, JMOO Ha aHIJIUIACKOM SI3BIKE.
Texcr nevaraercs mpudrom Times New Roman (12 pt),
yepe3 1.5 mHTEpBana, ¢ MoJsIMU 3 CM cjieBa U 2.5 cMm
CBepxy, crapaBa U cHU3y. OO0beM HCCIIeAOBATETHCKOM
cTaTthM (BKJIIOYAsi aHHOTALIMIO, OCHOBHOI TEKCT, Tad-
JINIIBI, CITMCOK JIMTePaTyphl U MOAIKUCHU K PUCYHKaM) He
noiokeH rpeBbimaTh 8000 ¢10B 1 8 prCYHKOB, 0030pa —
12000 cnos u 8 pucyHkoB, MuHu-0030pa — 4000 cjioB 1
3 pucyHKOB, KpaTKoro coobieHust — 2000 ciioB u 1 pu-
cynka. I1paBmima odpopMiaeHNUST PYKOITMCH pa3MeEIeHBI
Ha caiite https://www.pleiades.online/ru/authors/guid-
lines/prepare-electonic-version/.

Pykonuce HagiexuT NMpeacTaBisTh B DJEKTPOH-
HoM Bune. CrenyeT NMpUCHLIaTh €AUHBIA NPUKpETI-
JICHHBIN (paiii, He npeBblmammii 15 M6, B popma-
te MS Word (*.doc), cogepkaliuii TeKCT, TaOIULIBI U
pUCYHKHU (OOBIYHO YepHO-0eJIbIe) B ITOCIe10BaTeIbHO-
CTH, N3JIOKEeHHOU Hmske. [Ipn HeobxommmocTn daii-
JIbl pEKOMEHIYEeTCs CXXMMaTh B ctaHaapte WinZip
i WinRAR. 1IBeTHBIE WJUTIOCTPALIAM IIPUHNMAIOT-
sl TI0 COIIaCOBaHUIO C pelaKIIue.

Conpoeodumeavhvle doxymenmot. PyKoInmich cTaTbu
JIOJIKHA COMPOBOXKIATHCS: (a) MUCbMOM-HAIpaBJIeHUEM
OT aBTOPA JIJ151 KOPPECTIOHACHIIU,, B KOTOPOM KOHCTaTU -
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pyeTcs, 9To JaHHas paboTa (Ha3BaHKe, aBTOPhI) HATIPAB-
JISIeTCsl IS OMyOJIMKOBaHUS B XypHane buoaoeuue-
CKUe memOpanbL V1 4TO BCE aBTOPbI COTJIACHBI C Ha-
npaBJIeHMEM CTaTbU B KypHai; (0) 3amoaHEHHBIMU
GJlaHKaMU JOTOBOPOB O Mepeaade aBTOPCKOro Ipasa
Ha WCIOJIb30BaHUE MaTepUAaJIOB IUISI PYCCKOM U aH-
IJIMICKOM Bepcuil KypHaia. biaHKA HOTroBOpOB
pa3MelleHbl Ha caiitax https://www.sciencejournals.ru
u https://www.pleiades.online. B ciydae oTKiioHeHUSsT
CTaThU JOTOBOP B CUJTY HE BCTYIIAET.

ConpoBoAUTEIbHBIE TOKYMEHThI ITIPUHUMAIOTCS
B 2JIEKTpOHHOM Buiae. [lucbMo-HaIpaBieHUE OT
yUpeXIeHUs C MOAIMMCHI0 PYKOBOOUTENS U Ieda-
ThIO, 3alIOJTHEHHbIC U MOAIIMCAaHHbIe OJIaHKU IOTO-
BOPOB M TUTYJIbHASI CTpaHUIIA CTaTbU (CM. HUXKE) C
MOAIIMCSIMU BCEX aBTOPOB CKAHUPYIOTCS U MOChLIA-
1oTcst (biomembranes2010@gmail.com) B ¢opmate
jpeg wnm pdf.

IMpy HaMYMKM B aBTOPCKOM KOJIJIEKTHBE 3apy0exK-
HBIX COABTOPOB MX COTJIACHE MHINBUIYATbHO MOATBEP-
KIOAETCST IMHMChMOM, ITOCHUIAEMBIM B PEIAKLIMIO IO
aJIeKTpoHHOM nourte (biomembranes2010@gmail.com)
Ha uMs ['1aBHOTO penakTopa.

Ilopadox npedcmaeaenus mamepuaaos. I1pu opopm-
JICHUU CTaTbU HEOOXOOUMO TTPUACPKUBATHCS CIICAYIO-
ILIETO MOPsIAKA.

TutynbpHas cTpaHMIA:
» uHgekc YK (B 1eBOM BepXHEM YIIIy);

* 3arjaBue cTatbu (He 60see 150 3HaKOB 0€3 Impo-
OeJioB);

* MTHULIMAJBI U (haMUJIMK aBTOPOB;
* ITOJTHOE Ha3BaHME YUpPeKACHUSI(MiA), TOYTOBBII
WHAEKC, TOPO, CTpaHa;

* MHULIAIBI U (paMUIIUSI aBTOPA IJIsI KOPPECIIOH-
JIEHIIMU C yKa3aHUWEeM IOYTOBOIO ajpeca, KOHTaKT-
Horo TejieoHa, hakca, 3JSKTPOHHOTO aapeca;

* KITIoYeBBIe ciioBa (3—6);

* KOJIMYECTBO CJIOB B OCHOBHOM TEKCTE;
* KOJIMYECTBO TaOJIMII;

* KOJIMYECTBO PUCYHKOB;

* TOOIMCH BCEX aBTOPOB.

OCHOBHOI TEKCT:

» uHgekc Y/IK (B 1eBoM BepXHEM YIIIy);

* 3aryiaBue craTbu (He 6onee 150 3HAKOB, HE CUM-
Tasi UHTEPBAJIbI);

* MHULMAIBI U (paMUJINU aBTOPOB;

* MOJIHOE Ha3BaHUE YUPEKICHUS(MiT), TOYTOBBII
WHIEKC, TOPOJ, CTpaHa;

» anHotauus (no 300 cnoB)

* KJIIOYEBKLIE cj1oBa (3—6);

* BBelIcHUE

* MaTepHUaJbl U METObI,

* pe3yJIbTaTHl;

* o0cyxaeHue (1M pe3yabTaThl 1 OOCYKICHNE)

* OJIaromapHOCTH (OTIEIbHBIN a03a11] 0e3 3ar0JI0BKa)

* TaOaMIIbI (KaxKmas Ha OTIEIbHOM CTpaHUIIE);
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* TIOAITMCH K PUCYHKAM (Ha OTIEIbHOM CTPaHUIIE);

* CIIMCOK LIUTUPOBAHHOMI JIMTEpaTyphl (Ha OTAE)Ib-
HOIi CTpaHUIIE);

* pe3loMe Ha aHIVIMICKOM SI3bIKE WIM Ha PYCCKOM,
€CJI1 OCHOBHOII TEKCT IIpeACTaBJicH Ha aHIJIMIACKOM
(mo 300 cioB, Ha OTHOEJIBHOI CTPaHUIIE);

* pUCYHKM (IIpOHYMEpOBaHHbIC, KaXKIbIiA HA OT-
NeJIbHOU CTpaHUle).

PacnionoxeHre OCHOBHBIX MaTepuajoB TEOPETH-
YecKOoil paboThl MPOU3BOJILHO, XOTS CJIEAYET B 1IEJIOM
MPUAEPKUBATLCS TMOCIEA0BATEILHOCTU, M3JIOXKEH-
HOI BbIIIE. YpaBHEHUS TOJDKHBI ObITh HareyaTaHbl
MPeAOYTUTEIIFHO ¢ momolibio Microsoft Equation
Editor. He pexomeHmyeTcsl MCIOJB30BaHNE CUMBO-
JIOB KOpHEM, BMECTO HUX JOJXKHBI MCITOJb30BaThCS
JIIpOOHbBIE TTOKAa3aTeNu cTerneHu. [IBoeToure He 10X~
HO MCHOJb30BaThCS KaK 3HAK NIeJICHUsI. Y paBHEHUS
JIOJKHBI HYMEPOBAaThCs C MPaBoii CTOPOHBI B CKOO-
kax. CMMBOJIbI JOJIXKHBI ObITh ONIPEAEIEHBI TIPU TIEp-
BOM YIIOMUHaHWU B TEKCTE.

MaremMaTndecKnue MOIENU TOJDKHBI OBITH IIpel-
CTaBJIEHbl TaKUM 0O0Opa3oM, UYTOOBI IS IIHMPOKOTO
Kpyra 4yurtareieil ObUIO MOHSATHO, Kakasi CHCTeMa
(MoeKynasIpHas, KJIETOYHAs U JIp.) WK IIPOLIECC MO-
JIeINpyeTcsl, KAKOBBI MCXOIHBIC MOCTYJIaThl MOACIU
U 11€J1€CO00Pa3HOCTh €€ MCIOJAb30BaHUS LIS OIuca-
HUS TIpoliecca WIM CHUCTEMBI, a TaKKe OrpaHUYeHUS
Mozed. MeTonpl pellieHUsT ypaBHEHUI MOIEIN 0K
HbI OBITh OIMMCAHBI B IETAISIX, JOCTATOYHBIX UIST UX
Bocrpon3sBeneHust. KomMepueckue mporpaMMEbl U UC-
M10JIb3yeMbl€ B HUX aJITOPUTMBI JTO/DKHbBI OBITH YIIOMSI -
HyTbl. OCHOBOIIOJIAralonye AeTajli BhIBOAA ypaBHE-
HUI W/WI1 UX PELICHUSI MOTYT OBITh IIPEACTaBICHBI B
IMpuoxkeHuN, ITOMENIaeMOM B KOHILIE PaOOTHI.

Annomauus (e 6onee 300 cyoB) obOs13aTelIbHA WIS
cTatbu (0030pa) U 10KHA 1aBaTh SICHOE MpeICTaBIIe-
HHE O CyTU paboTHI, OOBEKTaX M METOAaX MCCIIeIoBa-
HUSI, OCHOBHBIX pe3yJIbTaTax 1 CIeJaHHBIX BBIBOJAX.

Pasnen Mamepuaavt u memoodwst TOJIKEH CoOmep-
KaTh WHGOPMAIIUIO O MeToHaX MCCIIeTOBaHUS, HO-
CTaTOYHYIO ISl UX SICHOTO ITOHUMAaHUS U BOCIIPOU3-
BelmeHUsI. MeTombl, OIMMCaHHBIE paHee, MOTYT OBITh
MpencTaBiIeHbl B KpaTKOi (hopMe 1 TOKHBI COTIPO-
BOXIATbCSl aleKBaTHBIMU ccbUiKamu. HeoOGxommumo
yKa3bIBaTh KBATU(MUKAIINIO U UCTOYHUK OCHOBHBIX
pEaKTHUBOB; Ha3BaHUeE (B OPUTMHAIbHON TPAaHCKPUII-
o) (pUPMBI-U3TOTOBUTEIISI PEaKTUBOB/000OPYIO-
BaHUS 1 CTpaHa IPUBOAITCS B cKoOkax (Serva, I'ep-
MaHus1). MIcroib30BaHHbIE CTATUCTUYECKHE METOIbI
00pabOTKM MTaHHBIX, TpaduIecKre TPOrpaMMBI U T.11.
TaKXXe JTOJKHBI OBITh YKa3aHBbI.

Tabauuybt (1 pUCYHKU) HYMEPYIOTCS B IIOPSIIKE
YIIOMHHaHUSA uX B TeKcTe. Kaxaas tadnuua nojKHa
UMEThb 3aroJI0BOK U, €CJIM HEOOXOIUMO, KpaTKUe To-
SICHEHUSI K TIPEICTaBICHHBIM TaHHBIM (yCJIIOBUS DKC-
MeprMeHTa, YUCI0 S3KCIIEPUMEHTOB U T.I1.).

Pucynxu noIXHBI OBITh BBIIIOJHEHBI C pa3pellle-
HueMm He mMeHee 300 dpi 1 B maciuTabde, JOMycKaro-
IIeM MX IBYKpPaTHOE YMEHBbIIIeHEe 6e3 MOTepy Kade-
cTBa. B CIIOXXHBIX pUCYHKaX CO MHOXECTBEHHBIMU
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MaHEeISIMU KaXKIyIo CIeAyeT IIOMETUTh KyPCUBHOM OyK-
BOit (a, 0, 6 ...). Ha rpacdukax ciemyeTr UCIOJIb30BaTh
cradgaptHbie cuMBoJILl (A ¥V @ O € [ W), B ket
YaCTH PUCYHKA HEOOXOIMMO YKa3aTh €r0 MOPSIKOBBIIA
HOMED U (paMUITHIO TIEPBOTO aBTOPA.

DNeKTpOHHBIE BEPCHU IITPUXOBBIX PUCYHKOB U
MMOJIyTOHOBBIX (hoTorpaduii TOJKHBI TIPeaCTaBISITh-
cs1 B popmate JPEG mnu TIFF

Iumuposanue aumepamypot. CcbllIKa Ha LIUTUPO-
BaHHYIO pabOTy JTaeTcsl B TeKCTe U(MPOI B KBaapaT-
HBIX CKOOKax (HyMepalus B ITOpSIAKe IATUPOBAHUS).
Ecnu cceiika Ha pa®oTy eCcThb B TaOJIULIEe WU B ITOAMU -
CH K PUCYHKY, €ii IIpucBauBaeTCsl MOPSIAKOBBIA HO-
Mep, COOTBETCTBYIOLIMIA paCTIONIOXEHUIO JAHHOTO Ma-
TepHaia B TEKCTE CTAaThU.

ABTOPBI HECYT TIOJTHYIO OTBETCTBEHHOCTH 3a TIpa-
BWIBHOCTh LIUTUpPOBaHUSI paboT. [locneqHue MOKHbBI
OBITH JINOO OITyOJIMKOBAaHHBIMHM, JINOO MPUHSATHIMA B
nmeyaTb. CCBUIKA Ha Te3UChl JOKJIANOB, AUCCEPTALIUU,
aBTOPCKME CBUIETEIIECTBA CIICAYET TPUBOIUTD TOJBKO,
€CJIM OHU SIBJISTIOTCST €TMHCTBEHHBIM UCTOYHUKOM. Llm-
TUPOBAHMSI TUIIA “HEOITyOJMKOBAaHHEIC NaHHbIE” WJIN
“IIlepCcoHATBHOE COOOIIIeHNE” He JODKHBI BKITIOUATHCS
B CITMCOK JIUTEPATyphl, HO JOITyCKAIOTCS B TEKCTe (Ha-
mpuMep, [IpyrtkoB K.®D., mepcoHasbHOE COOOIIEHUE).
ITpu 5TOM MpeamnonaraeTcs, YTo aBTOPHI MOTYIUIIN pas-
peleHne Ha IMTUPOBaHKEe B KaKOK-TT00 hopMme.

CHnucok UIMTUPOBAHHOU JUTEPaTypbl TOJKEH
oOPMIISIThCS CIEAYIOIIUM 00pa3oM:

Cmameos 6 xcypnaae

KapnymeB A.B., ITaBioB T.C., CtapymieHko A.B.
2009. Perynsuus sanuTeIMabHbIX HATPUEBBIX KaHa-
JoB (ENaC) manbimMu G-6enkamu u pochaTUIMIN -
HosutuaaMu. buoa. memobpanst. 26 (4), 265—279.

Takeuchi H., Imanaka Y, Hirono H., Kurahashi T.
2003. Cross-adaptation between olfactory responses
induced by two-subgroups of odorant molecules.
J. Gen. Physiol. 122, 255-264.

Knuea

Bnadumupos F0.A., lobpeyos I'.E. 1980. @ayopec-
LIEHTHBIE 30HAbI B MCCJIEIOBAHUU OUOJOTHUYECKUX
MeMmOpaH. M.: Hayka. 320 c.

Hille B. 1992. lonic channels of excitable membranes.
2nd ed. Sunderland: Sinauer Associates, Inc. 607 p.

Cmameos 6 KHuUze

JlenneB B.B. 1977. UccnenoBaHue CTPYKTYpPHI aK-
THHCOIEPXKAIIIUX HUTEit MeToooM nudpaKIIMy PeHT-
TeHOBCKUX Jyuyeil. B KH.: Moaexkyasapuas u kaemouHas
ouoguzuxa. Pen. ®pank I''M. M.: Hayka, c. 164—172.

Keating M.T 1995. Molecular genetics of the long QT
syndrome. In: lon channels and genetic diseases. Eds
Dawson D.C., Frizzell R.A. New York: The Rockefeller
University Press, p. 53—60.

Cmamps, npunamas e newamsp

HomnonoBa C.O., Kpynenuna H.A., bynbrueB A A.
2010. IMonasienne H-rmpoBoauMocTy I1a3MaieMMBbI

Ha (oHEe BBICOKOM akTuBHOCTA HT-Hacoca B KileTkax
Chara tion IeiicTBUEM IUTUOTpeUTONA. buon. membparvi
(B meyaTu).

BUOJIOTMYECKME MEMBPAHBI

ITPABUIJIA

Bo MHorux mexxayHapoOHBIX XXypHajlaX CTaTbW,
TIPUHSTBIE B MeYaTh, MyOIUKYIOTCS B 3JIEKTPOHHOM
BUJIE 10 BbIxoJa OyMaxkHoIt Bepcuu. [1pu 3ToM cTaThu
uneHTuuLIupyoTcs ¢ ucnoiabzoBanuem DOI (digital
object identifier), 1 ux cieayer UUTUPOBATh B OPUTH-
HaJIbHOM opMare:

Komaki S., Abe T, Coutuer S., Inze D., Russinova E.,
Hashimoto T 2010. Nuclear-localized subtype of end-

binding 1 protein regulates spindle organization in Arabi-
dopsis. J. Cell Sci. doi 10.1242 /jcs.062703

Ecm paGoTbl, KOTOphIE IMTUPOBAIMCH KAK 6 nevami,
ObUIU OITyOJIMKOBAHBI HAa MOMEHT IOJY4EeHUSI KOp-
PEKTYpPHbI, aBTOPHI JOJKHBI BHECTA HEOOXOIMMEIE MC-
MpaBJeHUS B CIIUCOK JIUTePaATyPHhI.

Coxpawenua u abopesuamypot. CTaHOapTHBIE CO-
KpalleHMsI, pPeKOMEHIOBaHHbIE KOMUCCHUEH MO OUOXU-
mudeckoit HomeHkiatype IUPAC-IUB (Eur. J. Bio-
chem. 1977, 74 (1), 1—6), MOIyT OBITb MCIIOJb30BaHbI
HeIocpeICcTBeHHO. HecTaHmapTHBIE COKpallleHUsT XU-
MUYECKUX COCIUHEHUIA, COKpaIlleHUsT OOIIETO XapaK-
Tepa pa3pellaeTcsi BBOIUTH JIUIIb B CIydae MHOTOKPAT-
Horo yrorpebnenusi. Ix cienyer BBecTH (B CKOOKax)
MPU TIEPBOM K€ MCTIOb30BAHUH CJIOKHOTO CIIOBOCOYE-
TaHUSI B OCHOBHOM TEKCTe CTaTbU, HAIIPUMeEp: aKTUB-
Hble (popmbl Kucaopona (ADK).

AbOpeBnaTypbl MM (GOPMYITBI XUMUIECKUX COSI-
HEeHUI1, ymoTpebisieMble KaK mpuiaraTebHbIe, TUITYT-
ca yepe3 gedpmc: MK-crrekrpockormst, 2KK-cocTost-
Hue, Na'-¢popma, OH-rpymnmna, Ho rpyrma OH.

Pazmeprnocmu otnensitorcst ot HUbpbl Tpodes oM
(100 xTIIA, 77 K), KpoMe TpalIycoB, IIPOLIEHTOB U IIPO-
muie: 90°, 20°C (s rpamycoB Llenscus 20°C, a He
20°), 45%, 10%0. dpoGHbIe pa3MepHOCTH: 58 JI3K/MOIIb,
10 Monb/n. J1s1 6oJee CIOXHBIX pa3MEepHOCTEN 10-
IMyCKaeTCsl MCIOJIb30BaHUE CTEIEHE, B TOM YHCIe
OTPULIATENILHBIX; CUMBOJIbI Pa3IWYHBIX pa3MepHO-
CTeil JOJDKHBI ObITH OTAEIEHBI IPOGETOM: 9.8 M/c? nn
9.8 M ¢, 37 Ik monb~! rpan~!. EnxuHooOpa3ue Hanu-
CaHUSI pa3sMEPHOCTEl B PYKOITMCU SIBJISIETCS 00sI3a-
TEJIbHBIM.

INpu nepeynciaeHUN, a TAKKE B YMCIIOBBIX UHTEP-
BaJIaX pa3MEPHOCTh MPUBOAUTCS JIUILD JJIsI TTOCTIe -
Hero yncia (10—30 Jx/mMonb, 22—25°C), 3a NCKITIO-
YeHWEM YTJIOBBIX TpamycoB (5°—10°, a He 5—10°).
PaszMepHOCTHM TTIEpEMEHHBIX MUILYTCI Yepe3 3arsITyIo
(E, x]Ix/MO07b).

Cneuyuaasnote cumeoast u yughpoi. J171s1 meyaT crie-
LIMAJIbHBIX CUMBOJIOB (TpeyecKue OyKBbI, MaTeMaTH-
yecKue CHUMBOJIbI, IpadUuecKue CUMBOJBLI M T.II.)
clienyeT MCojib30BaTh yHKI1MIO Insert Symbol B pe-
nakTope Microsoft Word. JleciTUMHbBIE 10U B YMCTIAX
oTHelsiroTcs Toukoii (3.14, a He 3,14).

Penpunme:. Tlocne BbIXOHa >XKypHajla W3HATENb-
CTBO BBICHIIAeT aBTOopaM OecrtaTHO PDF-daiinsr
PYCCKOW M aHTJIMICKOI BEPCUU CTATHU.

Adpec pedaxuuu: 117997, Mocksa, yi1. Muxityxo-Ma-
kias, 16/10, MuctutyT 6uoopranndeckoit xumuu PAH,
kopr. 32, koMH. 411, penakuus xypHana buoaoeuue-
cxue memopanst. TenedoH penakuuu: 8(499)724-80-89.
E-mail: biomembranes2010@gmail.com.
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BJIM Bucnoitaeie (OMMOIEKYISIPHBIC) TATTNIHBIC
MeMOpaHbI

emop- Bropuyunbriii

BB2XKX BricokoaddhekTrBHas XKUAKOCTHAS
XpoMaTtorpadus

KX T'azoxunkocTHast xpomartorpadus

ell. aKT. EnuHuiia akTuBHOCTH

UK WudpakpacHbIit

K1 KpyroBoii nuxpousm

KP KoMbuHanmmoHnHoe paccessHue

KCCB KoHcTaHTa CIMH-CNMMHOBOTO B3aUMOAECHCTBUS

ME MexmyHapogHasl e TUHHLIA

M-, 0-,n- |mema-, opmo-, napa-

H HopwmanbHblii (130Mep)

OE
ITAAT

1. O.

T. 1I. O.
T. KUII.
T. I
mpem-
TCX
YO
OI1P
SAMP

HopwmanbsHsiii (pacTBOp)

Onrnyeckast eqUHUIA

IMonnakpuaaMUIHBIN TeTb

ITaps1 ocHOBaHMIt

Tricsya map ocHOBaHUIt

Temriepatypa KUTIeHUS

Temnepatypa 1U1aBISHUS

TpeTuuyHbIi

Xpomarorpadusi B TOHKOM CJIOe
VYapTpadroneToBhIi

DJeKTpOHHBII ITapaMarHUTHBIN pe30HaHC

SnepHbIi MAarHUTHBIM pe30HAHC

IMPUJIOKEHMUE 2

CTaHﬂapTHBIC 0003HaYEeHUSI HEKOTOPBIX TPUBHUAJIBbHBIX Ha3BaHUI XUMUYECKUX COETUHECHUI

JHK J1e30KCMpUOOHYKIIEMHOBAsST KUCJIOTa

JHKaza Jle3okcnmprOOHyKIIea3a

PHK PubonykiienHoBast Kucjaora

PHKa3za PuGonykieaza

Tpuc Tpuc(okcumeTniT)aMMHOMETaH

ADP AneHo3uH-5'-nudocdar

AMP Aneno3nH-5'"-pocdar

cAMP AnenosuH-3',5'-1mkitodocdar

ANS 1-AnunmHoHadTanMH-8-cyabdoHaT

ATP Aneno3uH-5'"-Tpudocdar

ATP-aza AneHosuHTpudocdaTaza

CCCP KapboHwmmaHua-m-xaopdeHru -
pasoH

CM-nenmono3a | Kapbokcumermiielnmonosa

Con A KoHkaHaBaiuH A

DCC N, N'-mimKIIoreKCiKapOOT MK,

DEAE-uennoo3a | AuaTHIaMUHOITUILEUTION03a

EDTA DTWIeHINAMAHTETPayKCyCHAsT KICI0Ta

EGTA BT HITMKOIBOUC( B -aMUHOB THIIOBBII
3¢up)-N,N'-TeTpayKcycHast KMCIoTa

FAD
FCCP

FMN

GA
Gpp(NH)p
HEPES

MES

MOPS

DiraBuHaIEeHUHAUHYKIEOTHT
Kap6onunumanua-4-tpudToOpMeETOKCH -
deHmITnapa3’oH
D1aBUHMOHOHYKJICOTH

I'pamuuunus A
I'yanosuH-5'-(B,y-umuno)tpudocdat
4-(2-I'mapoxkcuatui)- 1 -nunepa-
3UHATaHCYIb(hOHOBAs KHCIIOTa
2-(N-mophonrnHo)aTaHCyTbhOHOBAS
KHCIIOTa
3-(N-mopdonunHo)nponaHcyibOoHOBast
KHCJIOTa

NAD, NAD+, | HukotuHaMyunane HUHAMHYKJICOTUI U €TO

NADH

NADP,
NADP+,
NADPH

P;
PP;
poly(A)
POPOP
PPO
SDS
TAPS

OKHCJIEHHAasl 1 BOCCTaHOBJIEHHAas1 (pOpMbI

HuxkoTnHamMunaneHUHAMHYKIIEOTUI-
docdar u ero oKucIeHHasI
Y1 BOCCTaHOBJICHHAsi (DOPMBbI

Heopranuueckuii pocoar

Heopranunuyeckuit nupodocdar

(3'-5")1omu(ameHMIOBasT KMCJIOTA)
1,4-buc[2-(5-beHnn)okca3onui|6eH30I1
2,5-JIucbeHMII0KCa30II

JoneuuniacyibdaT HaTpuUs

3-{[2-Tunpoxcu-1,1-6uc(rumpoxcu-
METWI)3TWI|aMUHO } - 1 -TIporaHCyIbdo-
HOBasl KHCJIOTa
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IMPUJIOXKEHMUE 3

CHUMBOJIBI IS HCKOTOPbIX d)I/I3I/I‘-[eCKI/IX N XUMHUYCCKUX BCJIMYUH U CANMHULIBI UX UBMCPCHUA

CumBon Benuunna Enunuua nzmepeHust
m Macca T, MT, MKT ¥ T.I.
M MonekynsipHasi Macca Jla? (1aJbTOH)
M, OTHocUTeIbHAsT MOJIEKYJISIPHAsT Macca Ge3pa3MepHas
cg win [B] Konuenrpanus Bemectsa B M (Moab/n), MM u T.4.
n KonuuecTBo BeliecTBa MOJIb, HMOJIb, MKMOJIb U T.]I.
N KoadduimenT cenmmeHTanum S (cBembepr, 1078 ¢)
T TepmoanHamuueckas TemrepaTrypa KO (kenbBuH)
t Tewmmepatypa 1o Llenscuio °C
E DHeprus Jx v xai (4.1868 J1xx)
P [aBieHue I1a (mackains), wiu at™ (101325 Ila), unmn
MM pT. cT. (133.2 I1a)
1 Honnas cuna M, MM u T.11.
I MHTEHCUBHOCTD U3JTyYEeHMUSI 0e3pa3MepHas
A MMornowenne® (—lgi/1y) OespasmepHas
MonsipHblit KOO UIIUEHT MOTIOIIEHUS" M-lem™!
A JITHA BOJIHBI HM
Le PaguoakTuBHOCTB (M3/1y4yaTeabHast CIOCOOHOCTD) Bk (6exkeperp, ¢ ) i Ku (3.7 % 10'° Bk)
t Bpems ¢ (He cex), MMH, 4 (He Jac), cyT (He CYTKM)
14 0O61BeM am? (1), em? (MUT), MKTT 1 T2
K KoncraHTa paBHOBecHst MOJIb/JT
K, Koncranra Muxasnuca M, MM
K, CyOcTpaTHasa KOHCTaHTa To xe
K; KoHcTtanTa MHrMOUpoBaHUS »
k KoHcTaHTa CKOpoCTH clumu M1 ¢!
kyar Karanutnueckast KoHCTaHTa ¢!
v CKOpOCTh MpeBpalieHUsI MOJIb/C
Vum V., MaxkcuManbHast CKOpOCTh Moib 1) ¢!
hvnu ny Koaddunment Xumna 0e3pa3MepHbIi
U HanpstxeHue B (BosibT)
1 Cuna Toka A (amriep)
C EmkocTth ® (papana)
R ConpoTuBieHue Om
G I1poBonuMocCTh CM (cuMeHc)
A“H* I'pagueHT 371eKTPOXMMIYECKOro IIOTCHIIMAJIA B (BosBT)
Ay PazHoCTh 271eKTprYecKuX MOTeHIIMAIOB Ha MeMOpaHe | B (BosibT)
E, vmu V,,, unu AQ | MemOpaHHBII NOTeHIIMAT B (BosibT)

2 1/12 Macchbl YACTOTO U30TOMA 2c.

0 He °K.

B Aur. “absorbance” — mornoniareabHas ClioCOGHOCTb.
" TepMUH “3KCTUHKLMA” YIOTPEOIATh HE PEKOMEH/IYETCS.

BUOJIOTMYECKME MEMBPAHBI
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