MABA 13.

OPU3NKO-XUMUYECKAA OPITAHUSALIUA
KINETOYHON MEMBPAHDI

13.1. Ucropus Bomnpoca

[To MHOrouyucaeHHbIM JaHHBIM, Ha MOBEPXHOCTH OOJbIHIMHCTBA,
€CJIM He BCeX KJETOK, cylllecTByeT NupPy3uoHHbIH Gapbep (cM., Ha-
npumep, pasnen 4.1, n. 1). Ha mofi B3rasn, sqyuiie Bcero emy moaxoaut
HasBanue, nannoe [Idedppepom — Plasmahaut (mporonmaszmatuueckas
KoxKa). OHAKO TepMHUH «KJeTouHasi MeMOpaHa» MCMOMb3yeTcs yaKe TaK
JIaBHO, UTO TPUXOJAMUTCS, B3]bIXas, MUPUTbC C HUM — KakK MPUXOJH-
JIOCb MUPHTbCS C CAMHMM TEPMHHOM <«KJeTKa». OCHOBHOH BOMpoOC 3TOH
raBbl — (PU3HKO-XMMHUUECKasl CTPYKTypa KJaeTouHoi memOpanbl. Ha
3TOT BOMPOC CYIECTBYET JBE MPOTHBOMOJIOXKHbIE TOUKH 3PEHHs: OJHA
MPOMCXOANUT M3 TeOpUH MeMOpaHHbIX HacocoB, apyras — u3 TO3JI (u
teopurt AW). [Toce KpaTKOro M3I0KeHHst 00EHX TEOPHH st MPOAHATH3H-
PYIO 3KCTepUMeHTa bHble J1aHHble, MONyUeHHbIE B XOJ€ TMOHUCKA OTBeTa
Ha BOMPOC, KaKasl »Ke U3 ITHUX Teopuil GJnkKe K UCTHHE.

1. Menmbpannas meopus

Hauano mem6paHnHol Teopuu mosoxKua onblT Tpaybe ¢ MeMOpaHOH
U3 mpeuunurata geppourdaHuaa Mead. B orauuue oT mpoxkpaxmaseH-
Hoit 6ymaru Tomaca ['psma, U Moj0OHO CBHHOMY MOUEBOMY MY3bIPIO B
onbiTax ab6ara Homne, — memOpaHa deppouranuia Meau He TOJIbKO
HenpoHHullaeMa JJs1 KOJJIOUJ0B, HO TaKxKe «HempoHULaeMa» JJs TaKHX
KPHUCTAJIONI0B, KAaK caxapo3a W/JIM MOHbI MeAH W deppounHaHuia. JTy
U30HpaTeNbHyl0 MpoHHllaeMocTb Tpaybe oObsicHua B 1867 roay cpoefi
meopuell aMoMHoeO cuma, HaJIMUHeM B MeMOpaHe Mop OnpeaeJeHHOro
pasmepa, J10CTaTOUHO GOJBIIUX /s OJHUX HOHOB M MOJIEKYJ M CJAMIIKOM
MaJIeHbKUX /s Apyrux [17]. Dta uaes Oblia BecbMa HOBATOPCKOM: JIMLIb
MHOTO JIET CIyCTs NMO0A00HbIe MbICAH BHOBb HauaJ/i BbICKA3bIBATHCS JPY-
UMM YUEHBIMH, Cpelld KOTOpbIX Oblaiu Muxasmuc [401], Moun u AmcoH
[51], Boiiab n Koneii [44].

Opnnako unesi cuta TpayGe okazasach ouinbounoil. burenoy, Bap-
Tess1 U XaHTep MPOJEMOHCTPHUPOBAJH, UTO MemMOpaHa eppouranuia
MeIHM COXpaHsieT CBOM OCMOTHUECKHe CBOHCTBA JaKe MPH TaKoM 00Jb-
wom auamerpe nop, kak 0,5 Mxm (5000 A) [55; 56, p. 96; 13, p. 656—
657]. He moxet ke, B caMoM jese, cuTo ¢ nopamu aunamerpom 5000 A
ObITb MPensTCTBUEM /ISl TAKOH MOJEKYJbl, KaK caxapo3a, ¢ 1MaMeTpoM
MosiekyJbl Beero 8,8 A. Tem He MeHee, Takasi MeMOpaHa /s caxaposbl
HerpoHuliaema.

13.1. Ucropus Bonpoca

13.2. TlpoHuuaemocTb KJe-
TOK M MOJEJbHbIX CHCTEM
JJ151 HOHOB

13.3. O6mMeH Boabl MeXay
KJETKOW M Cpefloil orpaHu-
YeH CBA3aHHOM BOJOH, a He
mMeMOpaHo#

13.4. TlpoHuuaemoctb Kie-
TOK JAJsl BOAbI HA NOPSIAKH
Bbille, yeM (ocoaunuaHo-
ro 6ucJjost

13.5. IMoBepxHOCTHOE HATSI-
XKeHHEe Ha rpaHuue pa3jaena
KJIeTKa/cpeja HUXKe, UeM Ha
rpaHuue pasaeaa docoau-
nuabl/cpena

13.6. MoHodopbl Ha mOpAaKH
YCHJIMBAIOT NPOHUIAEMOCTh
nJast moHoB K* cnJuouHoro,
UCKYCCTBEHHOTO  (hocoiu-
MUJHOrO OUCI0sl, HO cJaabo
BJIMSIIOT Ha MPOHUIAEMOCTh
nast K memOpaHs noutu Bcex
UCCJIElOBAHHBIX KJIETOK

13.7. TloasipusoBaHHass u
CTPYKTYpHUpOBaHHasi  BOja
Bmecto  dochoaunuaHoro
oucios
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HurepecHo, uto emte 3a 12 qer no unen Tpay6e, B 1855 rony, Jlep-
MHT [0Ka3aJj, UYTO B OCHOBE MOJYMPOHHLAEMOCTH WJH, TouHee, Ough-
peperyuarvHoil nporuyaemocmu MeMOpaH IS Pa3JuUHbIX BellecTB
JEeXKAT pasjiuuus B UX pacmeopumocmu B matepuasne meMOpaHbl [57;
56, p. 98] (cm. Takxke cratbio Ocryca JInGuxa [482]). B noakpenaenue
cBOel Teopuu JIepMHUT MpoBes OCTPOYMHBIH U yOeaUTeNbHbIH SKCIepH-
MeHT. OH co3/1a/1 B CTEKJISTHHOM IIMJIMHJIPE TPEXCAOHHYIO CUCTEMY: HHIK-
HUH CJI0H — XJa0poopM, CpenHuil — BOAa, BepXHUH — 3¢pup (cambii
JIETKWH M3 HCMOJNB30BAHHBIX pacTBopuTeneit). dpup cnabo pacTBOPUM
B BOJe, xJAopodopm — HepacTBopuM. [lostomy acdup aocturan cios

Puc. 34. 3aBucumMocTb MPOHHIIAEMOCTH  KJIETOK
Nitella mucronata nns 69 He3JEKTPOSUTOB OT KO-
(pHULHEHTa PABHOBECHOTO pacrpejeeHns THX
HE3NEKTPOSUTOB MEXK/Y OJMBKOBBIM MacJoM H BO-
J10M (KO3 (PUIIMEHT PaBHOBECHOTO pacrpeieeHus =
CMJ“/CHW, rae C  — KOHLEHTpalLusl BellecTsa B
OJIMBKOBOM Mace, C — KOHLEHTPallHs BellecTBa
B Bojie). O6GpaTuTe BHUMaHMe, UTO HA OCH OpJHHAT
OTJIOXKEHO MPOU3BeeHHe KOHCTAHTbI MPOHHILAEMO-
ctu (P) KaxK10ro U3 BelLeCTB HA €ro MOJIEKYJsPHYIO
maccy (M), Bo3Benennyio B crenenb 1,5 (Bo3BeaeHue
B CTeMeHb MPHAL0 3MIHPHUECKOH 3aBUCHMOCTH
JUMHelHbI Xapakrtep). | — Tsxkenas Boga (HDO);
7 — sTaHos; 8 — napaJsbierus; 52 — STUIEHIIH-
KoJb; 61 — moueBuHa; 69 — rauuepns. (ITo Koa-
nannepy [320]).
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xynopoopma, 1HPEPYHAUPYS CKBO3b CJAOH BOJAbIL, a XJ0PO(OPM HE MOr
JOCTHYb cyost 3hupa M3-3a HaJuuusl BoaHOro Gapbepa. Bonma ceirpana
3/1eCb POJIb HOAYNPOHUYAEeMOL CPEbl: MPOHULLAEMON 1711 3¢hupa, HO He-
NpOHULLAEMOH /sl XJ0podopma.

3HaMEHUTBIM CJIeJICTBHEM TeopuH JlepmMHuTa <«MpPOHHILAEMOCTb ue-
pe3 pacTBOPUMOCTb» CTaja meopus AUNOuOHblx membpar Hapab3a
Oamynna Oseprona [21] TloBropus upeio KBuHKe 0 Mac/siHOM cjoe
Ha TMOBEPXHOCTH KJETOK [542], OBepTOH BHEC MPUHIIMMHAJBHO BayKHOE
JIOTIOJIHEHHE: HEOJMHAKOBASI MPOHHILAEMOCTb KJIETOUHbIX MeMOpaH /s
PA3JIMUHBIX HEIJEKTPOJIUTOB 00YCJIOBICHA PA3JIUUHON PACTBOPUMOCTBIO
BELIECTB B 3TOH Mac/asiHOH MeMOpaHe.

Pynap Koanannep nposes skcnepumenTsl [320], pe3y/ibTaThl KOTOPbIX
MOJATBEPAUIN TEOPHUIO MPOHUILAEMOCTH JIUTIOUAHBIX MeMOpaH OBepToHa
(cm. puc. 34). Tlo ocu opaMHAT OTJIOKEHO MPOU3BEEHHE H3MepeHHOH



maBa 13. ®u3nko-xMMmyeckas opraHM3aLusi KNneTo4Hon MembpaHbl

sKcrepuMeHTanbHo nponunaemoctu (P) wkmerok Nitella nns nannoro
BElleCTBA Ha €ro MoJeKyJaspHyto maccy (M), Bo3BeneHHYlO B cTeneHb
1,5 (cM. moamuch K pucyHky). [To ocu abcunce oTnoxKeHbl KO3 PUIH-
eHThl pacnpejesnenusi 69 BelllecTB MeXK/ly OJMBKOBbIM MacjJOM H BOJOM.
CunbHast Koppeasiuus 3THX TOKazaTesaell CBHAETEIbCTBYET O TOM, UTO
MPOHHILAEMOCTb MeMOpaHbl JIJIsT HE3JMEKTPOIUTOB B CAMOM Jlesie omnpese-
JISIETCSl UX PacTBOPUMOCTHIO B JIMMOWJIHOH MeMmOpane kjaeTrkd. Ha nep-
BbIFl B3TVISIJL BCE BBINISIAMT YO@AHUTENbHO, HO K 3TOMY OMbITY OCTAlOTCs
cepbe3Hble npeTeH3nn. PaccMoTpuM OCHOBHBIE M3 HHX.

Bo-nepBbIX, MPOHULLAEMOCTb ONPENEIAIN CAAYIOLUM 00pa3oM: CHa-
uasna kjaetku Nifella morpyxajnu B pacTBOP HCCAEAYEMOTO HEIJIEKTPO-
JIUTA Ha ONpeJeNeHHoe BpeMs, a 3aTeM TPOHU3BOAMIM cOOp W aHAIH3
06pasiloB »KHIAKOCTH M3 IeHTpajbHOH Bakyoau (cM. puc. 1A). Onna-
KO BHHUMATEJNbHbIH UHTATENb MOXKET BCIIOMHUTb, uTOo Xédaep B CBOMX
no3fHUX paboTax a0Kazasl: AU PY3HOHHBIM OApPbepoM AJs CaXaposbl Yy
3peJibiX PACTUTENbHBIX KJIETOK SIBJsIeTCs He Mjaa3MaThieckast membpana,
a TOHOMJIACT — BHYTPEHHSS, Be3ukyaspHas membpana (puc. 1). Kos-
JIaHJaep B CBOeM OmbiTe 3TOro He ydes. [lostomy Becbma BeposiTHO, UTO
AUPPY3HOHHBIM GapbepoM, KOTOPbIH XapaKTepH3YylOT daHHble puc. 34,
SBJSIETCA HE KJeTOuHasi MeMOpaHa, a HMeHHO ToHomsacT. OJ1HAKo To-
HomsacT — ocobasi, Ccrenrasu3npoBaHnas CTPyKTypa, XapakrepHas
JIMILIb IS 3PEJIbIX PACTHTENbHbBIX KJIETOK, U ee Helb3si paccMaTpUBaTh B
KauecTBe MOJENM THMMYHOH KJAETOUHOH MeMOpaHbl.

Bo-BTophIX, XapaKTepHOH 0COOEHHOCTBIO NOAYNPOHULaeMOl MeMbpa-
HbI §IBJISIETCS] TOpa3no OOJblIast MPOHUILAEMOCTh ee JIUIS BOJIbl, YeM JIJIsi
pacTBopeHHbIX B Heill BewlecTB. Euie a66ar Hoane B camom mepBom
COOOIIEHNH MO 3TOMY BOMPOCY 3aMEeTHJ, YTO CBHHOH MOUYEBOH My3bIpb
MpOHUILAeM [J1s1 BOJbI, HO HEMpOHUIIaeM JJI1s1 3TaHosna. BarasHys ke Ha
puc. 34, Mbl y3Haém, uTo KOI(PGHUIMEHT pacrpesesneHust TaHOIA MexK-
Jly OJIMBKOBBIM Mac/JoM H BOJOH He HHJKe, UeM y BOJbl, a Oosee ueM B
100 pas souue. Tlonyuaercst, no soruke Kosananpepa, uto memOpaHa
Nitella nomxua 6bith B 100 pa3 Gosee npoHUilaemMa jJisi 3TaHoOIa, UEM
JIJIS1 BOJIBI, YTO MPOTHBOPEUUT BCeM (paKTaM M JlaxkKe caMol ujee «CHUTa»,
00BbSICHSIIOLLEH TOMYTPOHHILAEMOCTb OMOJOTMUeCKOH MeMOpaHbl (MoJe-
KyJa 3TaHojia HAaMHOro 00Jble MOJIEKYJbl BOJbI).

B-tperbux, Mexxkpasnoe HaTsKeHHe MEXKAY MAacJOM M BOJOH MO MeHb-
el Mepe B cTo pas 0oJblile, UeM (GaKTHUECKOe HATsIKeHHe Ha MOoBepx-
HOCTH KJIEeTKH (MoApoOHOCTH cM. B pasjene 13.4).

[TockosbKy OOBSICHEHHUST SIBJCHHST MONYNPOHUILAEMOCTH (Hjest aToM-
HOrO CHTa M <«MPOHMLAEMOCTb Yepe3 PacTBOPUMOCTb») CTOJIKHYJIHCHL C
Cepbe3HbIMHM 3aTPYAHEHUSIMH, PsiJL YUEHBIX TMOMbITAACT 00bEIHHHTb HX
B OHY Mojesb. [Ipumepbl MHOrOYMC/IEHHBI: MO3auuyHasi Teopus mMeMO-
pan Harancona [438], Teopust yabrpaduabrpa Pyxnanna [422], Teopus
aunouHoi duabrpauuu Konnannepa u Bepayuna [403], omuromode-
Kynasipuast teopust lanusan—Xapsu [483], a Takike mpuHsiTast HbIHE
KUAKOCTHO-Mo3auuHast teopusi 3unrepa—Hukomncona [200], B KoTopoii
Mac/sitbii cioit OBeproHa 3ameneH (ochoaunuanbim Gucaoem. Bee atu
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Mojiesin o6beiMHsIeT OfiHa 001ast /sl HUX Hies: CJI0H »KMUPOB MJIH (oc-
thonunuaoB o6pa3yeT HeMmpepbIBHbIN Oapbep MeXK1y BHyTPEHHEH cpenoh
KJeTKH M Hapy»XHoH. Bo Bcex aTux monensix kjaerounass memO6paHa —
9TO JIeHCTBUTENbHO MeMOpaHa, TOHKAsl MJeHKa ¢ YeTKUMH I'paHuIilaMH
KaK H3HYTPH, TaK U cHapyKu. OJIHAKO B 3TOM PSILy MOJENeH ecTh Hc-
kaouenve. Ato MemOpannasi mojaenb Bunbrenbma I[ldeddepa, uacto
Ha3blBaeMOro ocHoBateseM MeMmOpaHHOH Teopuu. OpHaKO B MoOjenu
[Ipeddepa nmasmarnueckass meMOpaHa YaCTUUHO WJH TOJHOCTBIO 00-
pazoBana Geqkamu [18, p. 156]. K Tomy ke ueTKoil rpaHullbl MKy €ro
«TMJIa3MOKOXKeH» M LHUTOMMa3MOi MoXKeT U He ObITh [18, p. 139]. ITosro-
My Y CaMOro ocHoBaTessi MeMOpPaHHOH TeOpUM 0Ka3aJaoch Kyjaa OoJbliie
oburero ¢ @panuem Jleiigurom n Maxcom Illynbue ¢ ux B3rasimamMu o
TOM, YTO MO XMMHUYECKOH TPHPOJe KaeTouHasi MmeMOpaHa He OTHYaeTcs
OT MpoTOMIa3Mbl (CM. L. 1).

2. Teopus ¢urcuposarnoix 3apsdos Jlunea u meopus accoyua-
Yuu-uHOYyKyuu

B teopun ¢ukcupoBannbix 3apsnos Jluura (TP®3J1), npeacraBaennoi
B 1951 u 1952 ronax, s mocsienoBaTeNbLHO MPHAEPKUBAJCT MPUHIMMA:
UTO CMpaBeIMBO JIS BCEH LUTOMIA3Mbl, JTOMKHO ObITb CHPAaBEIIUBO
W 751 MoBepxHOCTH KjaeTku [96, p. 781—782]. Konkperno, s npenmno-
JIOXKWJI, UTO MPHUPOAA (PUKCHPOBAHHBIX aHHOHOB HA MOBEPXHOCTH KJIeT-
KW JI0J2KHA ObIThb TaKOH K€, KAK M BHYTPHUKJIETOUHBIX, U MO3TOMY OHH
TakxKe J0/KHbI 00/1a7aTh COCOOHOCTbIO H30MPATEIbHO aicopOUPOBATh
K* B mpucyrerBun Na', kKak 3T0O MpoOUCXOAUT B 1UTOM/Na3mMe. PykoBoa-
CTBYSICb 3TUM, §1, C OJJHOH CTOPOHbI, pa3paboTaJj TeopHio U30UPATENbHOM
npouuaemoct st K, a ¢ npyroi, — nos:xke, B 1955 roay, — HOBYyIO
Teopuio noTeHnuana nokost (cM. puc. 4C). Atu Bonpockl O6yayT Moapob-
HO OCBellleHbl B 15 riase.

Cnycts 13 ser g npeanoxua treoputo MOIIB, cormacHo KoTopoit Kie-
TOUHAsl BOJA CBA3aHA M TMpeACTaB/seT cOO0H NHHAMUUHYIO CTPYKTYPY
M3 MHOXKECTBA CJIOEB MOJIEKYJ BOJbI, KaX/J1ast U3 KOTOPbIX MpUOOpeTaeT
B TaKOH CTPYKTYpe JOMOJHHUTENbHBIH JUTONBHLIH MOMEHT (TOJsIpU3Y-
ercsi). M B 9T0ii yacTu cBoeil TeopuH sl HEe OTOLIE]T OT MAEH MPHUHIMIH-
aJIbHOrO CXOJICTBA CBOWCTB MPOTOM/IA3Mbl BO BCeM ee 00beMe, HauuHas
C KJIETOUHOH MOBEPXHOCTH. DTO HEHU30EKHO MPUBEJIO K CO3JaHHI0 Oosee
MOJHOH MOJEMH KJIETOUHOH MeMOpaHbl.

Kak u Bcsi ToJIIA LUTOMIA3Mbl, OCHOBHAS 4aCTb KJIETOUHOH MeMOpa-
Hbl 00pa3oBaHa MoJsPU30BAHHON OPHEHTHPOBAHHON BOJOKH. MHbIMU cilo-
BaMH, KJIeTouHasi MeMOpaHa — 3TO, B MepPBYI0 ouepeib, MeMOpaHa U3
CTPYKTYPHUPOBAHHOH BOJbI, B KOTOPOH OMpeAesionylo QyHKIIHOHAb-
HYIO pOJib UrpaloT (GUKCHPOBAaHHbIE aHMOHBI (MJIM KATHOHBI), a TaKikKe
CrelMa Iu3upoOBaHHble CTPYKTYPBI, yUacTBYIolLLMe B TpapuKe CBOOOIHBIX
AMUHOKHCJIOT, caxapoB U jaxe OeakoB [15, p. 426—435].

[Tpunumast uaelo gesdecyuirocmu TOJSPU3OBAHHON OPHEHTHPOBAH-
HOH BOJBI KaK HenpepbiBHOH (pa3bl BCEH KJIETKH, BKJIIOUAS KJACTOYHYIO



