T'nmaBa XXII

AKTUBHBIN TPaHCIOPT

§ 1. HaTpuu-kaimeBbin Hacoc

CymecTtBoBanue rpaaunenTos kounenTpaunu Na, K u Ca Mex 1y BHY TPU- 1 BHEKJIE TOYHOU
CpeJoll — OCHOBHOE YCJIOBHUE TOJAep:KaHus noreHnunata mokos [cm. (XI1X.2.10)] u saek-
TPUIECKON BO3OYAMMOCTY HEPBHBIX U MBIIEYHLIX KIETOK. VIOHBI, CTOCOOHBIE TPOHUKATH
Iepes MeM6paHy, MOFyT HAKAIlINBATHCA B KJIETKE UJIN BBLITECHATHCA U3 HEE B COOTBET-
CTBUU C TPAJAUEHTOM MEMOPAHHOr'O DJIEKTPOXUMHUIECKOrO MOTEHInANa. Tak, HeCMOTPs
Ha CYIIECTBOBAHNE 3HAYIUTEJIBHOI'O I'DaAMEHTa KOHICHTPDAIUU K+ MEX Oy KJIeTKaMWu "
Cpeon, 5T NOHLI HAXOAATCA IIOYTHU B paBHOBecun. [ pauenT KOHIEHTPAIuY U IPaJAEeHT
NMOTEHIINAIa HAIIPABJICHBI B IIPOTUBOIIOJOXKHBIE CTOPOHBI.

Y Pacnpeznesenne Na 3HAYATEIHLHO OTIMYAETCS OT PABHOBECHOr'O: 00a KOMIIOHEHTA

MMACCUBHOI'O MOTOKA — [0 IPAAUEHTY KOHIEHTPALWYM U B HANPABICHUN DJIEKTDUYIE-
CKOT'0 TIOJISI — HATPABJIEHBLI BHYTPH KIeTKU. [l MOqaepKaHua HU3KOTO HEPABHOBECHOT'O
ypoBus koHmentpammz Na' B KiIeTke HEOOXOINM MEXAHH3M AKTUBHOIO BEIBEJCHUA B
cpeny. Takoro pozxa cucTeMBl AKTUBHOI'O TPAHIIOPTA 00ECIEYNBAIOT IEPEHOC UOHOB IIPO-
THB TPAIMEHTA HICKTPOXUMIICCKOro moTeHnuara 3a caer sweprun ATd (Na'-macoc
mrasmaTaecknx Memopan, Ca’t-Hacoc MeMOpaH CapKOMIA3MATHYIECKOTO PETHKYIYMA;
cM. r. XXV) mu sHepruy OKUCINTeNbHO-BOCCTaHOBUTeNbHLIX peakimi (HT-#acoc mu-
TOXOHADUM, XJOPOILIACTOB U APYTUX JHEPrOCONPATAKMMX MeMOpaH; cM. i XXIV).
Aktusubii Tparcnopt Nat B HepBHBIX KiIeTkax ocymecreiaserca Na™, Kt-AT®asoi,
JOKAJIM3OBAHHON B ILIA3MATUIECKUX MEMOPAHAX. |

Iepsee ycmexu B umccregosammn Na', Kt-ATdaser npumagrexar [Tx.C.Ckoy
(1957). On umsyuan pacwenienue ATD B npemaparax memOpan u3 HEPBOB Kpaba u
[IOKA3aJ, 9TO TUAPOan3 3HadnTenbaon dactu AT® 3aBucuT 0T COBMECTHOrO IEUCTBUA
nouos Na u K. Ctumymupyemas monamu Na™ u K+-ATdasmas akTHBHOCTS MO gaBIsACTCA
yabausom. [loBbImeHre KOHIEHTpanuu yabGanHa OKA3BIBAJIO ONMHAKOBOE IO TABJSIOLICE
nenicrBue kak Ha TpaHcnopt Na't, Tak u Ha akTuBHOCTH AT®ase1. Pesyabrarsl kommde-
CTBEHHBIX U3MEPEHUN TOKA3AIN, YTO TP IuAposau3e oaHou Mouekyast AT® npoucxoaur
TPAHCIOPT ABYX MOHOB K BHYTDH KJIEeTKU U BbIBeAeHUE TPex (MHOIAa ABYX) MOHOB Na
m3 KreTkn. Taxum 06pasoM, CIOKUIOCH MpeacTaperne, uto Na'-Hacoc mpeicTapiger
COOOU JMOKATM3OBAHHYIO B IIA3MATUIECKON MeMOpaHe KIeTKU (PEPMEHTHYI CUCTEMY,
ocymecTramomyo meperoc Nat u3 k1eTku Bo BHeKIeTOMHYIO cpeay, a KT — B o6paTHOM
manpasaeaun. Hacoc TpancmopTupyeT moHbI Na OPOTHUB PAIUEHTOB DIEKTPOXUMUAYIE-
CKUX MOTEHIIUAJIOB 34 CUET CONPSKEHUS MOHOOOMEHHBIX IMPOIECCOB € MUAPOIATHIECKAM
pacmemrennem AT® Mg? T -3asucumon Nat, Kt -crumymupyemon ATdasom.
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Nat, Kt-ATdaza-pepmenT cocronT m3 ABYX HOMUIENTHIHBIX IEIEH ¢ MOJIEKY-
aspaon Maccou 84 000 u 5700, koTopsie GOPMUPYIOT GOMBUIYIO U MAIYIO CyObeTUHUIIET
depmenTa. Bemox mpouno cBszan ¢ pochoIunmgaMu, MOJHOE yIATEHUE KOTOPHIX U3
MeMOpaH TPUBOAUT K ucue3HoBeHu0 ATdaszHon ak TUBHOCTH.

Cxema pabGoOTBI Hacoca MPEANOJAraeT OCAeN0BATENbHOE IPOTEKAHNE HECKOMIbKUX
PEaKIMil B Cpefax PasHOro MOHHOrO cocTasa B npucyTcrsun Mgt u AT® ¢ yuactuem
6enka — (pepMeHTa B IBYX COCTOAHUAX K1 u Fs.

Nai + El—ATq:’ Ing NaiEl —AT® — Nae—ElNP g EQ—P + Nae,

(XXII.1.1)
Ke + Ez—P - KiEg—P g E2 + P + Kz

Ha BryTpenuei cropore MeMGpassr B mpucyterun Nat u Mg-ATd mpoucxogur doc-
dopunuposanve Geaka. B xome peakum ocBobox gaerca A/ld. B pesyabrate docdo-
punupoBaHus KoH(poOpManusa OelKa U3MEHSeTCs TakuM oOpaszoM, ITO obecmeyduBaeTCs
nepexon Na™ ua BHemmHO0 moBepxHOCTH MeMOpaHs! Na, , 2 6eJ0K HePEXOAUT B COCTOSHEE
E,—P. Ha crenyromen cTauy n3MeHseTcsa CpoacTBo pepmenTa K nosam K u Na, Tak 9To
ceaspBaerca K. 3arem KT mepenocurca BHyTpE, a 6e10x Ey—P nedocdopmmupyer-
Cs ¥ BO3BPAINAETCS K MCXOMHOMY KOH(MOPMAIMOHHOMY cOCTOsHU0. KoHdopManuonuse
m3menenns ATdaser conpoBoxk garoresa neperocom KT u Na™ B pasubix HampasieHusx.

Nonogopusie nentpsl ceasbiBanns KT u Na™ yraneHn: B 6eke 0T KATAINTIYECKOrO
nenTpa QepmenTa. B sTrom menTpe 3a cuer sHepruu rugpoanmsa AT® unaynupyrorcs
KOH(OPMAILMOHHBIE TIEPEXOILI MEXK Y cOCTOsHuAMU F; u F, Bcero 6emka, B KOTOPBIX
AT®daza o6magaer pasusiM cposcrsom kK KT u Nat. Taxum o6pasom Bce KOMIOHEHTEI
(QYHKIIMOHUPYIOT B COrVIACOBAHHOM KOOIEDATUBHOM DEXKUME.

Ha puc. XXIL.1 mokasaHa cxeMma opraHmsanmm akTmBHOro mentpa Nat, K*-
AT®asn. Kak Bugno, monekyra AT (Ad—R—P,—Pg—P,) pacmonoxena onruMaisHO
s mepenoca P, docdarHOro ocrarka Ha 6enIKOBEIM IOMEH ¥ (HOCHOPUINPOBAHUE
acmaprar-369. Ilepemoc P, ma acmaprar-369 o6ecneumBaeTCs IM3UHOM, KOTOPBIU
0o0pa3yeT JONOJHUTENbHBIE CTAOWIM3UPYIOIINEe KOHTAKTHI ¢ KHCIOPOIOM ocTaTka P .
Koudopmanmonusm nepexon E; — Ey cBazad ¢ B3auMOJeNCTBUEM B 00JIaCTU KATaJM-
THYECKOr'O IEeHTPA HeNTUIHBIX y9acTKOB 145-285 u 342-779.

Ormraurensron ocobernocTsio Nat| KT-ATdasmr mo cpaBHEHMIO ¢ HE3ABHCHMOM
AT®-cunrerason (ra. XXIV) asagerca Hamudue B HEM MPOMEKYTOUHBIX dochopumin-
poBaHHBIX popM pepmenTa F1—P, E>—P.

Homumo rumapommsa AT® B Nat, KH-ATdasze mpoumcxoamr Taxxke ruipouns
CBA3M MeX[Iy KapOOKCMIBHOU rpymnou acmaprar-369 m Py-docdarHeiM ocTaTkom
(aCH369—CO—O—H2PO3).

KoOHKpeTHBIN MeXaHu3M TPAHCHOPMALIUN DHEPTUHN, HEOOXOMLUMOU I TPAHCIOPTA
MOHOB U KOH()OPMAIIMOHHEIX epecTpoek Fy == Fs B Geke, OCHOBAH HA MPEICTABICHUIX

0 MEePerpynnmupoOBKe ATOMOB, KOTOPBIE 00PA3YIOT 2(PUPHLIE CBA3M COOTBETCTBEHHO MEXK Iy
aromamu docdopa Py n xkucropoga 8 AT® u B acnaprar +3-kapOoxkcmi-pochaTHom
IPOM3BO,IHOM OeTKa.

Pasaudnbie MOgemn [OMKHBL YIATHBATE DIEKTPOCTATAIECKNAE B3AUMOIEUCTBUA M0~
JIOXKUTEJNBbHO 3aPsAKEHHBIX aTOMOB (Pocdopa, a TAKKe 3aBUCUMOCTb SHEPIUM CBA3EH OT
X YIVIOB M [JVH B PA3HBIX ATOMHBIX KOHPUIypanuuax. Tak, Ipu IJINHE CBA3U MEXIY
kucjaoponom u Py-atomom B ATD 0,168 um sueprus ceasu coctasuseT 400 k/x/Momb.
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®ochoprupyromuit 1oMeH

Puc. XXII.1.

CxeMaTudeckoe u300pakeHue CTPYK-
Typhl KATAINTHIECKOro meHTpa Na',
KT-AT®asw1. Ilokasaso pacmoIoxeHne
monekyiaer AT® (Ad—R-P,—Pp—P,)
MeX Iy HYK/ICOTIUI-CBA3BIBAIOIINM I0-
MeHOM (0-CruMpanun U300paKeHBl B BU-
Je UNAINHIPOB, a 3-CTPYKTYPHL — B BU-
[€ M3OIHYTHIX CTPEIOK) U Gochopiu-
pytomum gomenoMm. Ilepemoc gocdara
Ha acnapTaTr GochOpPUIUPYOMEro I0-
MeHa MPEeNONIOXKUTENHHO COITPOBOXK Ta-
€TCs CMEIIeHNEeM IapHUPHOTO JOMEHA
(mo W.R. Taylor, N. M. Green, 1989).

ITapaupHBIit
cybmoMeH

IIpu yBenwveHny AIUHEL CBSI3U €€ DHEPrUsi CBA3K Y MEHbBIIAeTCs, 9TO O0IEr1aeT ee Pa3phIB
npu rugpoause. lpegnonaraerca (Penke, 1992), 9To B kap60oKCmiI-hOoCHOPUINPOBAHHOM
MPOU3BOAHOM MPOUCXOIUT M3MEHEHUE YUCJIA U MePEerpynnupOBKA KUCIOPOIHBIX JUTAH-
[IOB U3 IUIEHAPHON KOH(MUTYPALMY B IUPaAMUJIbHY0. B nupaMugaasHOn KOHUTYpanuu
aToMm ¢ocdopa Haxoaurcsa B ueHTpe Tpeyronbuuka (puc. XXII1.2), o6pazoBannoro na
IUIOCKOCTH TPeMsl aTOMaMU KUCIopoaa (mrpuxossie jauaun). [IBa gpyrux aroMa Kucjo-
poJa HaXOAATCA BHE ILIOCKOCTH U 00pa3yloT OoJee crabble CBA3M, KOTOPBIE JETKO pa3-
PBIBAIOTCSA, YTO HEOOXOAUMO IS PeAKIui (pochOpuInpOBAHLE / nedoCchOpUInpOBAHUE.

Ha puc. XXII.2 npusegena rumorerwdeckas cxema ruapommsa ATD Nat, K-
AT®dazon, COOTHECEHHOrO € IEPeHO0COM MOHOB. Bravase mpoucxoaut Gpochopuimposa-
Hue B-acnaparnakap6okcuiara B 6eake Ey ¢ocdopreiv ocrarkom Py, monexynsr ATD.
Koop gunanyonsse caasu Mg® ™ (cragus 2) usmenstor yrust cesazu O—P—0 go 90°, Tax
uro oqua u3 P—O cBA3eM BLIXOAUT M3 IIOCKOCTH, YIIWHAETCA U CTAHOBUTCA Caabee.

[leperpynnupoBKa KUCIOPOAHBIX JUTCAHOOB HA CTaAuu 2 — 3 OONErdaeTr OTPHIB
AI® u obpasoBanue makposprudeckon cBasu (cragusa 4). O6pa3soBaHHBIN KOMILIEKC
Na,—F;~P Boimocut Na Hapyxy.

Ananormynoe ob6pasoBanue BHeWIOCKOCTHOU ciaboun P—O cBasu ¢ kapbokcummom
TIPOUCXOAUT U Ha CTaguu 5 — 6 B Oenke B cocTtosuuu Fy. Tem cambiM obaerdaeTcs
nocnenyioiee nedochopunuposanue Ky — P ma craguax 6, 7, CONPIKEHHOE C TPAHC-
MeMOpaHHBIM neperocom K — K}r U BO3BpAlllEHNEM 0eIKa B UCXOTHOE COCTOsHUE Fj.

Bri6poc Tpex mois Nat rpebyer sueprun okomno 19 /I npun HOPMAIBHBIX (PE3HO-
JOPUYECKUX YCJAOBUAX, & SHEPTUs, OCBOOOK AAIOMIAACS IPU TUAPOAU3E MAKPOIPIUIECKON
cea3u B kommexce Nag By AT® cocrasaser 24 x/Ix/mons. TpancnopT aeyx moms K+
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H

Nat Kt
E+AT® - E;—P>E —P->Nat sSK")>E—-P > E;+P> E

a 0 I3 2 a

Puc. XXII.3.
Pabounit mukn gumepa Nat-nacoca B pexume Nat /K+-o6mena

a) cesabisanme Nat u KT B nonocrax cy6bepunu, 6) Na-3asucumoe Gpocdopuauposanue 600N Cy6b-
eIUHUIEL, 6), 2) 0OMeH KaTmoHAMU Mex 1y cyobemmaunamu, 0) Kt-sasucumoe nedocdopmrmposanne u
BBIODPOC MOHOB;

1 — 6oapmasn cyObequHuIa, 2 — MaJasd CyObeUHUIIA; TOJIBIMEI KPYXKKaMU N300pakeHbl Nat, zauepren-
e — K15 Py — docdar, F — depmenT

BHYTDPb KIeTKU TpebyeT ~ 16 x/[x, a dHeprusa, 0CBOOOXK TAOIIAACA IPU Pa3PLIBE CBA3U
K.—E>—P — K. + Ey + P, nopsaaxa 18 k/x/moab. OCBOOOKFAIOMIALCS SHEPIUsA UC-
noap3yerca aaa meperoca Na® u KT oT mOHO(OPHBIX IEHTPOB B COOTBETCTBYyIOIIEE
npuMeMOPAHHOE MPOCTPAHCTBO.

PaccmoTpuM Temeph rumoTeTudeckme cxeMbl oOMena wmonamu. Ha pme. XXII.3
1300paskeHa MOCIeJ0BATEILHOCTE IPEBPAIeHM (pyHKIoHaTEHOr0 qumepa Na®, K-
AT®dasw1, ocHOBaHHAA Ha KOH(POPMAIMOHHEIX IIpeBpalneHusx u oomene nonos Na u K
B nosoctu Genka. MOHOOOMEHHAsA MOJOCTH OTKPBIBAETCSA C BHYTPEHHEN MOBEPXHOCTH
MeMOpaHBI, & BHEIIHUA BXOJ B 9Ty HOJOCTb (KAHAI) 3AKPHIT MUAPO(MOOHBIM KOHTAKTOM
JUTUAOB U GEIKOB. [MAPOIUTUYCCKUN [IEHTD PACIONOXKEH Ha OOJBINON CyOBEIUHUIE C
BHYTPEHHEU CTOPOHBI MEMOpPAHBI. BOJBLINON o-TIOIUMENTUI NPOHU3LIBAET MEMOpPaHYy,
a mmkonpoTerH (Manas [-CyObeIMHUIA) PACIONOKEH HA €e HapyXKHOU CTOPOHE.
B wucxomHOoM cocTOsIHUM WMOHOOOMEHHEBIE IIOJOCTU CYOBEIUHUI] MOLYT 3allOMHATHCSA
KATHOHAMU TOJBKO W3 NPUMEMOPAHHBIX CJIOEB. JTU MOJOCTH, KAK IIPENIOJaraeTcs,
U3-3a CTEPUIECKUX 3aTPYAHEHUU MOT'YT BMEINATh Tpu noHa Na u jumib 1sa noxa K.

ITpucoeauuenne ATD umuAyHUpYyeT KOH(DOPMAIMOHHLIE U3MEHEHUs, B PE3yJbTaTe
KOTOPBIX CPOJACTBO GOIBIION cyobeaumuunsl Kk Nat 3naunTensro Bospacraer. OgHOBpe-
MEHHO YBeJUIUBACTCA U 3P PEKTUBHBIA OTPULATEIbHBIN 3aPs] HOHOOOMEHHOUN MOJOCTH
3a cueT OJIM3KO PACIONOKEHHOU OTPHUIATEILHO 3apsakennon (pocdarron rpynnsr AT,

Y B pesyabTaTe mocrenyomunx KOHGOPMAIMOHHLIX TEPECTPOEK TPU MOHA Na OKa3bi-

BAIOTCA 3AMKHYTHIMUA B MOHHOOOMEHHOU MOJOCTHU GOJIBINON CyObeauuunbl. Ha aTon
crammm CpoAcTBO Gombmon cyOnesumummsl kK Nat mommkaercs, a xk Kt moeemmaercs.
Cocrosane E~P sHEpreTnyecku HEBLITOMHO, M (PEPMEHT IIEPEXO AT U3 «HAIPAKEHHOT O
COCTOAHUA B cTabuabHOE cocTosiHue F—P. O
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[anpHeninee TpOTEKAHUE PEAKINYA U OOMEH UOHOB CBSA3AHBL C YIACTUEM MAJIOU CyOb-
eaununsl. [Ipegnosaraercs, 9T0 CyObeANHUILL AUMEPA MOT'Y T HE3HAMUTEIBHO CMEIIATh
CA IPYT OTHOCUTEILHO IPYTa B PE3yJabTaTe TemIoBLIX (GuykTyanun. Korga momocTsb
MaJON CyOBEIUHUIIEI COBMENMIAETCA C TOJOCTHIO OOMBIION CYOBEIUHUITBI, MEXKIY HUMU
MOXKET HTPOUCXOAUTH OOMEH KQTUOHAMMU. 33 BPEMs XKU3HU CTAOUIHLHOTO (POChHOPUIUPO-
BAHHOI'O COCTOSAHUSA BO3MOXHOCTD [JIsi 0OMEHA MOHAMY MEX Ay CYyOBeIUHUIAMU PEATU3Y-
eTCs HEOHOKPATHO. Eciu B KaKOM-1u60 U3 9TUX CIy4YaeB B MOJIOCTU MAJOU CYObe [UHUIIBL
okaswbIBaeTcs nBa moHa K, To Bo3HmKaeTr cocrosHue, m3oOpaxkennoe Ha puc. XXII.3, 6.
B sTOoM cocTosHME 0OMEH MOHAMU MEXK Iy MOJOCTSIMU DHEPreTUIECKU BHITOIEH.

Y 3amena Tpex uoHoB Na Ha aBa uona K B 60mbiuon cyobeauaune (CTaius 6—2) BHOBD

MIPUBOJUT K BO3BHUKHOBEHUIO KOH()OPMAIIMOHHO-HEPABHOBECHOT'O COCTOAHUA CUCTE-
MBI. YMEHBIICHUE YUCIa TOJTOKUTEILHEIX 3aPA 0B B MOJOCTU GOJBIION CYyOBEIUHAIILI CO-
IIPOBOXK JAETCA UCIE3HOBEHUEM OOIBIION0 AKTUBAIIMOHHOI'O Oapbepa, MPEnATCTBYIOIIET O
nedochopuIMpoBaHnio (GepMeHTa U OTIIEIIEHNIO OTPUIATEILHO 3apaKeHHon ¢gocdar-
HOU Tpynnsl. [Ipy 5TOM MPOUCXOIUT OTKPLIBAHUE MOJOCTHU GOJBIION CYOHEIUHUIBI BO
BHyTpuKJIeTOuUHYIO cpeny. Ilociae muccommanuu AP u P; ¢pepment BosBpamaercs B
HUCXOTHOE COCTOSHUE. ([l

Wamenenune cponCcTBa MOH-CBA3BIBAIOIINX [IEHTPOB MOXKET OBITH OOYCIOBIEHO M3Me-
HEHUEeM uX TreoMmeTpuu Tpu cBasbiBaHuu AT, a Takxe npu GHOChHOPUINPOBAHUU U
nedochopuaupoBanun pepMeHTa. KaTHOHBI, HAXOMACH B UOH- CBA3BIBAIOIINX TOJOCTSAX,
00pa3yoT KOOPAWHAIIMOHHBIE CBA3M C KUCJOPOICOAEPKAIIMMYA I'PYIIAMUA TOJUIEITH -
ubix nerneu. [Ipu mepecTporke aHUOHHOTO OKPYKEHUS KATUOHOB IMIPOUCXO TUT 3AMEIIECHUE
MOHOB OLHOI'O BUJA HA APYTI'He KaTHUOHBL.

Puc. XXII.4.
lIBe xkoudopmaruu Na-moJao-
crz Na©, Kt-ATdasm

CormacHo TeopeTudeckuM pacderam, deTbipe aromMa O, PACIOIOXKEHHBIE B OJTHOU
ILIOCKOCTH HA ONPE/IeJeHHBIX PACCTOAHMAX, MOIYT 06pazosars Nat-crenuduanyio saen-
Ky, a mecTb aromos O — K¥-cnermmdumanyio aeiiky. cxons 3 3TOro MOXKHO IIpeIIoa-
raTh, 9YTO MOH-CBA3BIBAIOIIAA MOJIOCTE GOJIBINON CyOhequHuIEl cogepxkut 12 atomos O,
KOTOPBIE TIOTIEPEMEHHO MOTYT 0OPa30BLIBATL KOOPAWHALMOHHYIO CHEpy MIA TPeX UO-
uos Na¥ wmm nByx monos K+ (puc. XXII1.4). Ilepexoa MeX Iy STUMU COCTOAHUAME, COOT-
BETCTBYIOIIUMY CBA3LIBAHUIO TPex MOHOB Na min aByx noHoB K, T.e. meperpynnupoBka
JUTAHI0B, MOXET ABIATHCA OCHOBHBIM DHEPrO3ABUCUMBIM MPOIECCOM, 00ECIeITNBAIONINM
Na™ /K*-o6men B Nat-macoce (B. A. Trepauciios).
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Ipu 3anomsennn Na'-momocTn xaTmonamm m3 mpuMeMOPAHHBIX OOJACTEH IEPBEIR
KATHOH, MONABIIAY B MOJOCTh, ONPEJEISeT TUI CAMMETPUU JUTAHJOB U MOBBIIIAET Be-
POATHOCTD MOMAIAHNSA B IMOJOCTH KATUOHOB TOT'O XK€ BULA. DHEPIU30BAHHOE COCTOSHUE
depMeHTA BO3HUKAET TOrJA, KOTIA B Pe3yabTaTe (POChHOPUINPOBAHUS KOH(MUTY DAL
JUTAQHIOB MEPEUIET B COCTOAHUE, n300pakeHHoe B mpaBou dacTu puc. XXI1.4, korga B
MOJIOCTH ellle OCTAJIOCH TpU MOHA Na. DTO «HAIPAKEHHOE» COCTOAHUE (PEPMEHTA CHUMA-
eTcsa npu 3aMeHe Tpex noHos Na Ha asa nona K. Taxum o6pasowm, sueprus ATD pac-
XOAYEeTCsI BEPOSTHEE BCErO HA YIIOPSIJOYEHHOE M3MEHEHUE CPOJCTBA MOH-CBI3BIBAIOIIAX
IEHTPOB K KATUOHAM, & CAMO ME€PEMEINeHNEe CYOBEIMHUL] OCYIIECTBIAETCI YXKE 33 CIET
TEIUIOBHIX KOJICOAHUM.

§ 2. AKTMBHBIA TPAHCIIOPT KATIbIUA

Ca’"-3aBucumas ATdaza, conpsxennas ¢ momuem Ca’’-macocom, JTokammsoBaHa B
MeMOpaHaX CapKOILIA3MATUUECKON CETH U MMeeT HEKOTOpbIe CXOAHEE 4epThl ¢ Na™,
KT- AT®azoir. Ca’>T-ATdaza coOCTONT 13 OLHON IOIMIENITHIHON [EMH € MOJIEKYIAPHOI
Maccon 0okosto 100000 1 OTHOCUTENBHO BHICOKUM COAEPKAHUEM T'UAPOPOOHBIX AMUHOKY-
10T (AMIHOKHCIOTEI C HeOIAPHBIME 60KOBBIME reramu). s padorsr Cat-3aBucuvon
AT®aswr Takxe HEOOXOAUMO TPUCYTCTBUE (POCHOJUTUIOB.

Padory Ca’T-ATdassr m3y4aoT Ha pparMeHTaX CApKOILIA3MATIIECKOTO PETHKY-
JyMa, BBIIEIAEMBIX U3 MBIIIEYHON TKAHY, 8 TAK¥XKe Ha MEeMOPAHHBIX My3bIPhKAX, KOTOPHIE
06pa3yoTCA B OIpe e eHHEX YCIOBAAX B cMecH oummerHoro npemapara Ca’t-ATdasmr
¢ pocdonunugamu (PEKOHCTPYUPOBAHHAS CUCTEMA — IPOTEOIUIOCOMEL; ¢M. § 2 rut. XV).

Cxema paborsr Ca?T-ATdass1 MOXKET OLITH IPeACTABICHA CieayommM oopasom. Ha
nepeoM srame mpoucxoanT csaspBanme Ca’t uw ATD. DTH COeIUHEHUA CBA3BLIBAIOTCA
C Pa3HBLIMU [EHTPAMU HA BHEIIHEU MOBEPXHOCTU MEMODPAHHOTO My3LIpbKa. KOHCTAHTA
cespBanna Ca’T cocrapiser mopaka 107 M1, Ha sropom stane AT® ruapoausyercs
¢ o6pasoBanueM pochopuimmpoBanaoro gepmenta. O6paszosanve gpepmerT-HocHaTHOrO
KOMILTEKCA MOXKHO OOHADPYKUTH II0 BKIIOYCHHIIO B 610K PaJHoaKTUBHOIO H30TOmNa 52 P 13
AT®, meuennon mo docdary. Obpasywinaaca dpochoputupoBannas Gopma HepMeHTa,
E~P kOH(DOPMAIIMOHHO HEYCTOMYMBA U MPETEPIEBACT U3MEHEHWUE MNPOCTPAHCTBEHHOU
CTPYKTYPHBI TaK, 9TO MOH-CBA3BIBAIOIMINE YIACTKA OKA3LIBAIOTCSA OTJEJEHHBIMY OT BHEII-
el cpeant. Mamenenne xoudopmanmn Ca’t-ATdassl IPOABIACTCA B M3MEHEHNN CATHA-
aa P cuvHOBOU METKU, NIPUCOETUHEHHOU K OEJIKY, B CBA3U C U3MEHEHUEM IT0IBUKHOCTHI
METKH.

Ha crexyrommen sTare IUK/Ia IPOICX0IUT m3MeHenue cponcTa Ca’T-cBa3pBarommx
1eHTpoB K monaMm Ca OJHOBPEMEHHO C U3MEHEHUEM XapaKTepa CBA3U GocdhaTHOU TpyT-
bl ¢ GEPMEHTOM. JHEPTUsA, PaHee COCPEIOTOUYECHHAA B MAKPOIPIUIECKON (HochaTHOU
cBsa3u koMmiuekca E~P, pacxonyercs Ha m3aMeHEHNE KOHCTAHTHI CBA3bIBaHUsA WOHOB Ca
¢ ¢pepmenToM. Kak u B caygae Na®, KT-AT®ass1, usmeHenne cponcTsa 06yCJIOBICHO,
[IO-BU JUMOMY, N3MEHEHUEM DACIIOIOKEHUS MOJAPHBIX TPYII, 00Pa3yIOMNX KOOD IUHALIN-
onnste ceasu ¢ Ca’T. BeaegcTBue mponcie Iero n3MeHeHnA IpOCTPAHCTBEHHON CTPYK-
Typhl pepmenTa noHbI Ca MoIyvarT JOCTYI BO BHY TPEHHEE IPOCTPAHCTBO MEMOPAHHBIX
Iy3BIPHKOB ¥ BEIOPACKIBAIOTCA BO BHYTpeHHuI 00beM. Koncranra ceaspBanms Ca’T mpu
06pazoBaHny cTaGIILHON (hochOpuIIpOBaHHON GOpPMEL hepMerTa yMeHbmaeTcs ot 107
o 103 M~
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Ha ocnoBanuu coorromenus (V.1.12), cBA3bIBaIOMIEr0 KOHCTAHTY XUMUAIECKOIO DaB-
HOBeCUs C U3MeHeHreM CBOOOAHOU sHeprun B Xoae peakiun AGy, r.e. AGg = —RTIn K,
MOXKHO HAUTH, YTO U3MEHEHUE CBOOOTHON SHEPTUN MPU YMEHBIIEHUN KOHCTAHTHI CBA3LI-
Barua ot 107 g0 10* M~! cocrasmser 17,8 k/lx/monb. Takum 06pa3om, cymMMapHEIE
3aTpaTH sHeprum Ha nepesoc Ca’T dyepes MeMOGpaHy IPHMEPHO BIBOE MEHBIIE SHEPIHUM
rugpoiusa ATD (oxomo 40 x/Ix/moms npu pH 9), KoTOpon XBaTaeT HA HEPEHOC ABYX
nonoB Ca. Benegersue gecopbumu Ca®™ ¢ pepMeHTa CyMMAPHBIN IOI0KITEILHEIA 3aPiL
B MOH-CBA3LIBAIOIIEN MOJOCTHW yMEHBIIAETCA, 9TO 3HAYUTENLHO OOJErdaeT XecopOmuio
dochara. B pesymbrare >TUX NpPEBpAICHUN (PEPMEHT BHOBL NMPUXOIUT B UCXOMHOE
COCTOsIHUE.

§ 3. DJEKTPOreHHBIM TPAHCIIOPT HOHOB

AKTUBHBIN TPAHCTIOPT MOHOB MOXKET OBITH DIEKTPOHEUTPATBHLIM WA DJIEKTPOTEH-

wbiM. TpaHCmOpTHAA cUCTeMa HICKTPOHEUTPATLHA B TOM CIydae, eCau ee (PyHKI-
OHUPOBAHNE CONPOBOXKAAETCA OOMEHOM BHYTPUKIETOYHBIX MOHOB HA BHEKJIETOYHHIE B
COOTHOIIEHUU («3aPSAJ HA 3apAMy. B TAKOU CATyaluu CUCTEMa aKTUBHOI'O TPAHCIOPTA
ABJIAETCA JUIIb CPEJCTBOM IOLIEPXKAaHUA KOHIIEHTPDAIIMOHHBIX I'DAJUEHTOB U HE yvaB-
CTBYET HEMOCPEACTBEHHO B CO3MAHUU PA3HOCTU MOTEHIUATIOB HA KJIETOIHOU MeMOpaHe.
ITorenmuan va MeMOpaHe CO3TAETCA TOTAA TOJBKO 33 CIeT ud@y3muu MOHOB IO IPAIU-
€HTaM KOHIIEHTDAIINU.

s 11 1 [ 2
| h! Puc. XXIIL.5.
| - [IpuanunuanspHas cxemMa M3MEPEHUsS TOKA KOPOTKOI'O
- 3aMBbIKaHIA Ha KOXKE€ JIALYIIKA:
r-l 1 — m3MepuTeNbHbIE DIEKTPO/bI, 2 — TOHOBBIE DJIEKTPOIbI, 3 —
KOXKa JIATYIIKA

B Tom caydae, ecan KOIMUECTBO 3apAA0B, MEPEHOCUMBIX B OJHOM HANPABICHUU B
eJIVHUILy BPEMEHU, HE KOMIIEHCUPYETCSA CYMMOU 3apsAJOB, MEPEHOCUMBIX B IIPOTUBOIO-
JIOXHOM HATPABJIEHUN, TPAHCIOPTHLIA MEXQHU3M HEMOCPENCTBEHHO YIACTBYET B CO31a-
HUU TATMOJHUTEIHLHOU PA3HOCTU TOTEHIMAIOB Ha MemOpane. Hampumep, B DIeKTpOTeH-
HOM pexume paboraer Na'-nacoc, obmennsas Tpu nona Na Ha 1Ba nona K. O

CucreMsl 316K TPOreHHOI0 AKTUBHOT'O TPAHCIOPTA OBLIN BIEPBHIE BLIABICHBI U HAU-
60Jsiee TOAPOOHO M3YUEHBI HA KOXKE JATYIIKA, & BIOCAEACTBAN U HA APYTUX DIUTEIUATD-
HBIX TKaHAX. Ecim pas3gennTs ABe KaMephbl, COAepKalme pacTBOp PuHrepa, yIacTKoM
KOXU JIATYIIKA, TO MEXAY HAPYXKHOU W BHYTPEHHEU MOBEPXHOCTAMU KOXKU BO3ZHUKAET
Pa3HOCTH NOTeHnuaJIOoB, focturamomas 100 MB (BHY TpeHH:s IOBEPXHOCTH KOXKHU [IOJIOKY-
TeJbHA [0 OTHOLIEHUIO K BHewHen). [logasas ot Bremuero ucrounuka I /C nporusono-
a0xuoro Hanpasienus (puc. XXIL.5), MOXHO CKOMIIEHCUPOBATH PA3HOCTH MOTEHIAAIOB
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Ha KOXKe 00 HyJs (Tak Ha3bIBAEMBIN PEXMM KODOTKOI'O 3aMBIKAHUA KOXKu). B srux
YCIOBUSIX MACCUBHBIU [IEPEHOC MOHOB [OJLKEH MPEKPATUTHCA (TaK KaK HET HU IDalu-
€HTOB KOHIIEHTDALUY, HU PA3HOCTH MOTEHIUAJIOB) U ONHOCTOPOHHUE MOTOKM MACCUBHO
TPAHCIOPTUPYEMEIX NOHOB — BHIPABHATHCA. O THAKO B NEMCTBUTEILHOCTH MOTOK MEYTe-
soro Na', HApaBIEHHBIN OT HAPYKHOHM MOBEPXHOCTM KOXKY K BHYTPEHHEH, HAMHOTO
npesbimaer noTox Na® B mporusomonoxaoM Hanpastesnn. Cymyapssmi motok Na®t ge-
PE3 KOXKY JACYIIKA IPONOPIAOHAIECH 3HAIEHUIO DIEKTPUIECKOrO TOKa. Takum 06pasom,
3HAYEHNE TOKA KOPOTKOI'O 3aMBIKAHUA MPOMOPIUOHAILHO CKOPOCTH aKTUBHOI'O TPAHC-
nopta Na', HanpaBIeHHOTO OT HAPYKHON K BHYTPEHHEH TTOBEPXHOCTH KOXKM.

Ipouecc axTupHOro Tpamcmopra Na' B Koxke mArymkm co CTOpPOHBI CIH3MCTOM
060/104KY (HApYKHAs MOBEPXHOCTH KOXKU) B CTOPOHY CEPO3HOU 060J0UKHU (BHYTDEHHII
HOBEPXHOCTh KOXKU) OJM30K II0 MEXaHU3MY K [EPEHOCY MOHOB Uepe3 DIUTENIUN B KALIe-
HIKe I MOYevHBIX KaHatpnax. O6mas cxema meperoca Na™ dgepes c/o# KIeTOK somTems
npeacTapaena Ha puc. X XII.6.

Bo MHOrMX snuTeIMATEHEX TKAHAX OOHAPYKEHA CHCTEMA AKTUBHOTO DJEKTPOTEH-
soro tparcnopra Cl™. Bxaang 5Tux cucTeM B TOK KOPOTKOTO 3aMBIKAHUA OOLITHO HA-
MHOI'O MeHbIIe TOKA AKTHBHOrO Tpancmopra Na™.

Y pacTUTENBHEIX KIETOK BKJIA SJIEKTPOTE€HHLIX TPAHCIOPTHEIX CUCTEM B MEMOPAaH-
HLI TIOTEHIWAM B IIEJOM 3HAYUTETHHO BBINE, 9€M B KAETKAX KUBOTHBLIX. DTO MPO-
ABAACTCA B TOM, YTO 3HAMEHUE MEMOPAHHOTO MOTEHINAIA KJIETKA HAMHOTO MPEBBIIIAeT

BuyTpennnit
pacTBop

BuemHunit ;
pacTtBop 3
2

basajbHag
MeMOpaHa

AnukanpHas
MeMOpaHa

Na-kanan Na-Hacoc
(610xUpyeTcs (mopasisercs
AMHJIOPHIOM ) yabanHOM)
Causucras CeposHas Puc. XXII.6.
(060]'[0‘11(3 ( 000J1049Ka .
HapyXHast BHYTPCHHAA -
nonepgl(HOCTb nouprHocn AKTUBHBLIM TPAHCIOPT HATPUSA B DIUATE
KO3K) KO3K) JUATBHBIX TKAHAX

MAaKCUMAJIBHO BO3MOXKHBIA YPOBEHb MOTEHIAAIA, CO3ABAEMOrO0 33 CIET MACCUBHOU IU(-
({y3un MOHOB, B 9aCTHOCTU YPOBEHbH PABHOBECHOI'O KAJIWEBOr'O ITOTEHIHAJIA. 1ak, MeM-
Opanubl mOTeHIUAl B rudax rpubos Neurospora cocraBmsser —200 mB, a 3madenue
HEPHCTOBCKOTr0 moTernuana a1a KT pasmo —133 MB. B xreTkax Jgmcra »10[en, pACKH,
XapOBBIX BOJOPOCJIEN MEMODAHHBIM MOTEHIUAN gocTuraeT 3HadeHun 250-270 mMB (mu-
TOMIA3MA OTPUIATENbHA), ITO MPEBLINACT yPOBeHb paBHOBecHOro KT -morennunaa na
100-120 mB. [MobaBienue B cpeny WHIUOUTOPOB ABIXAHUS IPUBOIUT K AEMONAPU3AIINN
KJICTOK 1O ypoBHA paBHOBecHOro KT -moremmmara. [Ipegmosaraior, 9TO BEICOKHH ypoO-
BEHb MEMOPAHHOT'O MMOTEHIINAIA B KJIETKAX pacTeHun moaaepxusaerca A Td-zasucumon
CHCTEMOU aKTWBHOT'O 3IeKTPOreHHOI'O TpaHCIOPTa HT m3 muTomrasMe! B HapYXKHYIO
cpeny. B kavecTBe aqbTepPHATUBHOU TUTOTE3HI CYIIIECTBYET MPEATION0KEHNE O HATUIUN
B ILIa3MaJeMMe PACTATEIbHBIX KIeTOK ILEIU IePEHOCA DJIEKTPOHOB, (PYHKIIMOHUPOBAHLE
KOTOPOH conpskeHo ¢ noryomenneM H u3 nuromrasmer u surgerernem HY B mapyxmyio
cpeny (pegokc-mommna, cM. §3 . XXIV).
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Bripaxenue misi MeMOPAHHOI'O MOTEHIIMANA MOXKHO HOJIYUYUTh, UCIOJIL3Ys ANNAPAT
KUHETUKU XUMUAYECKUX peakiui. Tak, ecau B KIeTOIHON MeMOPaHe CyLIeCTBYET CUCTEMA
akTuBHOTO TpancmopTa Na' mapyxy, a maccueHO mepenocarcs uonkl K, Na u Cl, To
cramuonapusie notokn K+, Nat u Cl™, HanpapIeHHEIC BHYTPb KIETKMA U B HAPYKHYIO
cpely, C yIeTOM BIUAHMUA MeMOPAHHOIO IOTEeHIUAa (¢ MOXKHO 3aliCaTh B TAKOM BHe:

Bzodawui nomox Buizodawut nomox
[Ko)kk exp(oF/RT) [K;]kx

[Na,kna exp(—@F/RT)  [Na;lkna + [Nas)kq
[Clo]kCI exp((pF/RT) [Clz]kcn

3aeck kk, kNa, kol — KOHCTAHTBI CKOPOCTH, XapaKTEPU3YIOIINE TACCUBHOE TTPOHUKHOBE-
uue nouoB K, Na u Cl wepes mem6pany; k, — KOHCTAHTA CKOPOCTHU AKTUBHOI'O TPAHCIIOP-
Ta; UHAEKCHI 0 U 4 OTHOCATCA K KOHIEHTPAIMAM UOHOB B HAPYKHOU CPEJIe U HUTOILIA3ME
KJIETOK.

B crammoHapHOM COCTOSHUU CYyMMa, BCEX BXOMAIINX MOTOKOB PABHA CyMME BBIXO-
aammx noTokoB (moToku Cl™ B MPOTUBOMOJIOKHBIX HANPABICHAAX OOBIYHO PABHBI APYT
APYTy). YcJIOBUE DABEHCTBA BXOMSIINX U BHIXOSALIMX IIOTOKOB UMEET BU[

F F
[K, ]k exp (_;PTT) + [Na]kna exp (-%T) = [K]kk + [NajJkna + [NagJkq. (XXIL3.1)

Pemmas ypasuenne (XXII.3.1) 0THOCHTEIBLHO TOTEHIIMATA, TOLY UM

a[Na;] + kk[K;] + kna[Nay]
kx[Ko] 4 kNa[Nao]

p=—"2mn K . (XXIL3.2)
[lepBBIn wieH B 9mCAATENE MOAIOrapU(PMUAYECKOrO BHIPAKEHUA OTPAKAET aKTUBHOCTH
DIEKTPOTrEHHOr0 MOHHOI'O HACOCA. KCIM aKTUBHBIA TPAHCIOPT HEDNIEKTPOTEHEH, TO DTOT
wied oTcyTCTByeT u Beipaxenue (XXI1.3.2) cTaHOBUTCA UIEHTUIHBIM ypaBHEHUIO [0Jb 1-
mana [cM. (XXI.1.2)] gna MemMOpaHHOrO HOTEHOHAIA, 00YCIOBICHHOI'O TACCUBHBIMU HOH-
HBIMU TIOTOKAMU.

[

Puc. XXII.7.
g g
! *  VYmpomeHHas 3KBUBATICHTHAA 2IEKTPUIECKAA cXeMa MeMOpa-
E, i E, HBI, COJepXalllel Hapa/IeJbHO (PYHKIMOHUPYIOMINE SJICK-
l T TPOT'E€HHBIN HACOC U KAHAJIBI MacCuBHOU AU PY3UU NOHOB:
l gn U ga — NPOBOJAMMOCTY KAHAJOB MACCUBHOU AUMDQY3UU U CUCTEMBI

AKTUBHOIO TpPAaHCHOPTa, Fy u E, — coorBercrBylomue um I /C.

[pyrou mogxo K OMUCAHWIO MEMOPAHHOT'O MOTEHIINAIA, CO3aBAEMOr0 32 CIET IMac-
cuBHOU MupPY3Un U JIEKTPOrEHHOI'0 TPAHCIOPTA MOHOB, OCHOBAH HA AHAIN3E DKBU-
BAJIEHTHOU DJIEKTPUIECKOU CXeMbl MeMOpaHEBL. IIpocTermnM 3IeKTPUIeCKIM aHAJ0rOM
ABJAAETCA CXEMa, COCTOANIAA U3 ABYX MApaIeJIbHO coeiuHeHHbX nenen (puc. XXIL.7).
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OTO TAaK HA3BLIBAEMAS MOJIEIb DJIEKTPOTEHHOI'0 HACOCA C YTEIKOU. JleBas BeTBb 1enu
COOTBETCTBYET MYTAM MACCUBHOU Au(y3UM, IPUIEM g — CyMMapHAas MPOBOJAMOCTD
MeMOpaHBl 0 Au(QY3UOHHBIM KaHATAM, & DIEKTPOIBUKYIAsd cuia F, mpencrasisger
co6ou audPy3noHHBI TOTeHnual, paccantoBaeMbinn mo (XXI1.1.2). Ilpasas BeTBb Henu
COOTBETCTBYET HIEKTPOT€HHOMY HACOCY, IPOBOAUMOCTE KOTOPOT'O PABHA gy, & D/C E,.

Ecirn 9C macoca orauvaercsa ot muddysuonnoun I/IC, To B paccMaTpuBaeMon
LENK TeYeT KPYTOBOU TOK 4, KOTOPHIU CO3JAET JONOJIHATEILHOE A ICHUE HAIPSKEHUS Ha
conporusienun 1/g,. Takum 06pasom, CyMMapHYIO Pa3HOCTD IIOTEHLIUAIOB HA MeMOpaHe
MOXKHO 3AMUCATH B BUIE

¢ = By +i/gn. (XXII.3.3)

Ypasuenue (XXII.3.3) noxaseiBaer, 4T0 MeMOPAHHLIN IOTEHOMAJL B DTOM CILYIae MOXKHO
paccMaTpuBaTh Kak CyMMy Auddy3MOHHON COCTAB/IAIONIEN U 3JIEKTPOr€HHON KOMIIOHEH-
Tol. CuIy TOKa B IIENN § MOXKHO BHEIPA3UTh M0 3akony Owma:

E, — Eq

1= .
1/ga+1/gn

(XXIL.3.4)
Iocae npeo6pasoanuit u noacranoku (XXI1.3.4) B (XXII.3.3) moaywaem dopmyy,

ONUCBIBAIONIYI0 MeMOPAHHBLIM IOTEHIMAI B PAMKAX PACCMATPUBAEMON 3KBUBAJICHTHON
CXEMET:

8n 8a
= E, E,. XXII.3.5
? gn + 8a + gn + 8a a ( )

Bompoc o ToMm, kKakou BKJIa BHOCUT IPOBOIUMOCTE HACOCA g B CYMMAPHYIO MPO-
BOUMOCTH MEeMODAHBI, B HACTOAIIEE BPEMS OKOHYATEIHHO HE BHIACHEH. JTO B HEPBYIO
o4epeib OTHOCUTCA K MeMOPaHAM PACTUTEIBHBIX KIETOK. DJIEKTPOrEHHBIN HACOC OOBIY-
HO ymoJoOJAI0T MeHepaTopy TOKa, T.€. CUMTAIOT, ITO €r0 BHYTPEHHEe COMPOTUBICHUE
HAMHOT'O GOJIBbINE CONMPOTUBICHUA MEMOPAH A MACCUBHOIO MOTOKA UOHOB (gy K gq); a
unorga — uctoanuky DIAC (g, > gu)-

Bripaxenue mia 3 /IC Hacoca MOXKHO HOIYYUTh, PACCMATPUBASA YCJIOBUAE TEPMOIU-
HAMUYIECKOI'O PABHOBECHUS [JIA CONPAXKEHHLIX peakuuu ruapoausa AT® u akTtupBHOrO
IepeHoca MOHOB Yepes MeMOpany. B cryuae HT-macoca momy<mm

_ Au BT [Hi]
Ea=—~ % N (XXII.3.6)

rge Ay -—u3MeHeHHe CBOOOJHOM SHEPrUM B XOL€ XUMUYECKOM peakuuu (Iugpouus
AT®); v— crexuomerpudeckuil KO3POUIUEHT, OTPAKAIOUIAN KOIUIECTBO TPAHCIOP TH-
PYyEeMBIX IPOTOHOB npu rugpoause oguon mouexyast ATD; [H;] u [H,] — xoruenTpanuu
OPOTOHOB B LUTOILUIA3Me 1 BHemHen cpene. Ypasuenue (XXII.3.6) mpexckasbiBaeT
saBucumocTsb JJ/IC macoca xax ot pH cpexwr, Tax u ot pH nuromiasmer.

DYHKIMOHATILHAA POIb 2IeKTporeHHoro HT-Hacoca pacTUTeIbHON KIETKY COCTOMT
B peryaauuu pH nmuromrasmer. Kpome Toro, rpaguent pH, cosnaBaembin Ha MmeMOpane,
CHOCOOCTBYET MPOLECCAM HAKOILUIEHUS CaXapOB M AMUHOKUCJIOT MPU CONPSKEHUU DTUX
IPOIIECCOB € TACCHBHEIM TTOTOKOM HT.
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§ 4. TpaHCIIOPT TIPOTOHOB

B pyrKummormpoBaHNy GHOSHEPTeTUIECKUX CUCTEM BaXKHOE MECTO IPUHAIIEKAT TPAHC-
HNOPTY TPOTOHOB. IlepeHOC BJIEKTPOHOB B HEPrOCONPATAIOMNX MEMOPAHAX MUTOXOH-
JIpUi, XJIOPOILTACTOB 1 GAKTEPHUI COMPOBOXK AAETCA TPAHCMeMOPaHHEIM nieperocoM HT u
00pa30BaHMEM CDAJUEHTA DICKTPOXMMUYIECKOrO MOTEHIINAIA HTOr0 MoHa Alg+, KOTO-
DBIU BKIIOYAET DJIEKTPUIECKUN (MEMODAHHBIM MOTEHINAT) U KOHIEHTPAIMOHHBIN (rpa-
guent pH) koMmmonenTo:

Agg+ = RT In(c;/co) + 2F (p; — ¢o) = 2FAp — 2,3RT ApH. (XXII4.1)

B npuBemeHHOM BBIDAXKEHUN MHAEKCH ¢ U 0 OTHOCATCA K PACTBOPAM, HAXOIAIIUMCS BHY-
TPHU U CHAPY KU 3AMKHYTOU MeMOPAHHOU cucTeMbl. B compsrarooumx MmeMOpaHax JOKaIu-
30BaHbl Takke ATd-cuHTEeTA3HBIE CUCTEMBI, Y€PE3 KAHAJIBI KOTOPBIX OCYIIECTBIAETCS
naccupHoe aBmkenue H' 1o rpaiumeHTy aIeKTPOXUMUYECKOro MoTeHImana (HogpooHee
cm. ra. XXIV). B nocaegnee BpeMsa BO3PacTaeT WHTEPEC K JATEPAIbHOMY TPAHCIOD-
Ty Ht mo moBepxHOCTH MeMOGpaH, a TakXKe IO MEKPOCTPYKTYPaM IIHTO30IA.

Y Ileperoc HT «epes MmeMOpaHBEl MOKET OCYMIECTBIATHCA MEXAHI3MAMHI TPEX THUIIOB.

B HexkoTOpBIX MeMOpaHaX CYIIECTBYIOT MOIBUKHBIE IEPEHOCINKYA MPOTOHOB (ILIa-
CTOXVMHOH B )OTOCUHTETUIECKON MEMOPaHe XJIOPOILIACTOB). BO3MOXKHEL TakKe KOHDOD-
MAIIMOHHBIE TIEPEXOIbI MEMOPAHHOTO OEJIKA MPY CBA3LIBAHUU IIPOTOHA HA OJHOU CTOPOHE
MeMOpPaHBL U [IeIPOTOHMPOBAHNN OeIKa C APYrOM CTOPOHBEL MEMOPAHEI, COMPSKEHHLIE C
MOBOPOTOM MaKpPOMOJEKYJIbI B MEMOpaHe, TP KOTOPOM TTPUCOEINHEHHBIN TPOTOH TIepe-
cekaeT MeMOpany. HakoHell, pOTOHBI MOT'YT TPAHCIOPTUPOBATHCA Yepe3 MeMOPaHy IO
CIICINAIM3NPOBAHHELIM CTPYKTypaM — HT-xamanam. IIpOTOHHEIN KaHAJI IpeICcTaBIACT
o000 Y3KYIO MOJOCTh, OOPa30BaHHYIO MOJAPHBEIMY IpyIIamMu Oeka. O

[IpoToHELI KaHAT — BaxKHE KoMmmoHeHT Beex HT-AT®as. On o6pasoBan ruapo-
(OGHOU €acThI0 CyObLeIMHANLI COmpATaiomero paxropa — kommtexcom CFy. ITo HY-
KAHAJIyY MPOTOHHI MOCTYHAT K KATAIUTUIECKOMY YYACTKY TPAHCHOPTHOU CUCTEMEI, B
KOTOPOM OCYIIECTBIAETCA COMpsxKenue eperoca HT ¢ peaknuamu cuHTe3aTUIPOIA3A
AT®. Takum 06pa3omM, ocHOBHEIME yaaamu HT-HacocoB ABIAIOTCA IPOTOHHLIN KAHAT U
AKTUBHBIN [IEHTP.

Tparcnopt mpoToHoB o HT-kamamam OGBIMHO cpaBHEMBalOT ¢ mepeHocomM HT mo
PEryJsApHOU pelieTke, 0O0Pa30BaHHON CHCTEMOH BOLOPOMHBIX CBA3€U, aHAJOIMYHOU Ta-
KOBOH BO Jbay. B cTpyKType Jbga BO3MOXKHBL IEPEXObI MPOTOHA OT OTHOU MOJEKYJIBL
BoAbI K cocenuent (cM. §4 ri. IX). B pesyibTare BOZHUKAET MOHHAA MAPA, COCTOALIAA U3
TOOKUTETHLHO 3APAKEHHOTr0 oHa ruapokcorus Hy O u ruapoxemta OH™. B orcyTcTnue
BIEKTPUYECKOrO MOJsA OOMEH MPOTOHAMU IPOUCXOAUT XAOTUIHO, OTHAKO MIPU CO3TAHUN
PA3HOCTHU MOTEHIUAJIOB BOZHUKAET HAIPABJICHHAs MUrpanus nedekTos. B utore nocrtu-
raercs OBICTPOE CMEIIEHNe TPOTOHOB BAOAb YIOPAIOYEHHON [Ny BOJIOPOJHBIX CBA3EH.

B HekOTOpHIX KpucTawiax (HAIpUMEp, UMUAA30M), KOTOPHE COAEPKAT CUCTEMY
BOJOPOIHEIX CBA3€U, OPUEHTUPOBAHHEIX B OMPEIEICHHOM HAMPABJICHUU, MOJABUKHOCTD
npoToHa B Hampanienun nemu HY-ceaserr B 103 pas Bhime, 9eM B mepleHINKYIAPHOM
HanpasaeHun. B 6uosornyueckux MeMOpaHaX CUCTEMBI BOJOPOTHBIX CBA3EU, 0 KOTOPHIM
TPAHCIOPTUPYIOTCA IPOTOHBL, 06PA30BAHBL HOAAPHBIMU TPYIIAME, HE YIACTBYOIIUMY B
dopmuposanuu H-cBaszen o-cnupann TOIUMENTUAHON 1enu. [[as (pOpMUPOBAHUA CKBO3-
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HOW TpaHCMeMOpaHHOH CTPYKTYPHI, TparcnopTupytomen H', meo6xoaumo oxomo 20 avm-
HOKHUCJIOTHBIX OCTATKOB.

dcradeTHaa mepeada IPOTOHOB BO3MOXKHA, JNIIL [IPU YepeJOBaHUN CTA AN Iepe-
CKOKa MPOTOHA W TIOBOPOTOB XUMUYIECKUX CBA3EU B 00JACTH OOPA30BABIIErOCA TedeKTa
(puc. XXII.8). Kax BUAHO U3 PUCYHKA, TPAHCJIOKALUA OLHOTO MPOTOHA MO e IPO-
TexkaeT B gBe cramum. CHadama MPOMCXOAUT MEPECKOK IPOTOHA OT T'PYMILI K TPy
(puc. XXII.8, I), a sarem nosopot rpynusl (Ha puc. XXIL.8, II moBopor BOKpYyTr CBs-
su C—0), B pe3ysibTare KOTOPOro IPOUCXOAUT NOIOJHATEJIBHOE CMELIEHUE 3apsga, U
CHCTEMa, CBA3el BO3BPAIIAETCA B UCXOAHOE COCTOAHUE. B pesyabTare moBOpOTa XUMUIe-
CKOU TPYTIILI UM MOJEKYJI BOIEI 00pa3yeTcsa KOHPUIypamys, He JOMTyCKAOIIAA BO3BPATA,
OPOTOHA B HAYAILHOE MOJOXKEHHue. B KeCTKOU CTPyKType O-CIuMpaau MOBOPOTHL T'PYIII
KpalHe 3aTPyAHEHHBl; MO3TOMy cucTema H-cBasen o-cnmpaau He CrocoGHA TPOBOIUTH
IPOTOHHL.
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IIposenenne nporona no nenu H-ceasen:

P ,p I — cTaaus mepeckoka npoToHa, II — crajgus moBOpo-
Ta rpynn (MUrpanus MOBOPOTHOrO aedexTa)

Ha ctaguu Murpainuu mOHHOTO nedeKTa JUIIL HEKOTOPAsd IacTh OT MOJTHOT'O 3aPA1a
IPOTOHA CMEIAaeTcs 3a cieT mepeckoka HT or rpymmer kx rpymme. OcragbpHas 9acTsb
3apsAga CMEIIAeTCsA 3a CYeT MOBOPOTA MOASIPHOU Cpymnbl. Bo Jabmy, Hampumep, m0s
HOHHOTO nedeKTa B mepeHoce 3apsaga coctapager 0,62 oT mOMHOroO 3apsAga MPOTOHA.
Brarogaps pa3meneHuio 3apsga IPOTOHA IPU MEPEHOCE MEXK Iy MOHHBIM U TOBOPOTHBIM
ITedeKTaMn, CyMEeCTBeHHO CHIKACTCS SHEpPreTHIecKui 6aprep nepenoca HT gepes mem-
Opany. BricoTa Gapbepa ONpeenseTcsa YPOBHEM DIEKTPOCTATUYECKON DHEPTUU 3apana
B MOHHOM KaHaJue u oueHuBaercs mo ¢opmyrte Bopua [cm. (XX.1.1)]. Kak caegyer us
5TOU (POPMYJIBI, YMEHBIIEHNE TPAHCIOPTUPYEMOrO 3apsAfa B ABA pa3a MO CPABHEHUIO C
3apsagOM IPOTOHA MPUBOAUT K 4-KPATHOMY YMEHBIIEHUIO SHEPIUU AKTUBAIUAU [T€PEHO-
ca HT «wepes mem6pany. XapakTepHbIe IOBIKHOCTH HOHHOT'O U IOBOPOTHOT'O Je(eKTOB
cocrasmaor 1073 u 107 ¢M/B - ¢ cooTBeTcTRerHO. COrACHO pacueTaMm, BpeMsa MUTDa-
[UU MOHHOT'O ¥ MTOBOPOTHOrO AedeKTa depe3 MeMOPAHY TOMMMHON 5 HM HE NPEBHIIIAET
0,25 MKC 1 2,5 MKC COOTBETCTBEHHO.

Besnnunna axrtuBanmoHHoro 6apnepa MmepeHoca MPOTOHA CHILHO 3aBUCAT OT Pac-
CTOAHUA MEXTY TOHOPHO-aKIENITOPHBIMU MapaMu. B GOMBIIMHCTBE CAyYIaeB B CUCTEME
BOJOPOIHEIX CBA3EU PACCTOAHME MEXIY sAapamu aToMoB cocTasiser 0,23-0,27 um. Yse-
audenne pacctosuusa Ha (0,1 HM OPUBOAUT K MPONOPIMOHAJLHOMY POCTY Oapbepa Ha
Bemmauny 125-250 Ik /MoOib. DTO 3HAYUT, YTO U3MEHEHUE DACCTOAHUM MEXKIY OPUEH-
TUPOBAHHLIMYU IapaMu B Oesnke Bcero Ha 0,1-0,2 HM MOXKeT CIyXUTH 3aTBOPOM IIPOTOH-
HOU MPOBOAMMOCTHU Geka. DaKTOPOM, BIUAIOIIMM HA MPOTOHHYI TPOBOIUMOCTE GEIKA
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MOr'YT OBITH BHELIHUE DJIEKTPUIECKUe IO (TpaHCMeMOPAHHBIE) U HAIMYINE 3aPsAKEHHBIX
rpynn. Bpems sieMeHTapHOr0O akTa MepeHoca MPOTOHA CPABHUMO C BpEMEHAaMU BUODa-
Ui U GAYKTYAIUN JJIUH CBA3EU BCACACTBUAE ATOMHBIX KOJEOAHUNU, T. €. JEXKUT B TIPene-
nax (10-50) - 10715 ¢. MeToger MogeupoBaEUA MOMeKyIApHOU muHamuky (ro. XI, §3)
MO3BOJIAIOT BEIYUCAUTEH TPACKTOPUN IBUKEHUA TPOTOHA, MIPEOI0IEBAIOIIET0 OAPhEp IpU
mepexone Mexay IByMs rpynmnaMu. Tak ObLIa BEIMUCAEHA TPACKTOPU IMEPEXOIa TPOTO-
Ha OT IIyTamaTa-35 JAM303MMa K aTOMy KUCIOpOa MOaekyqabl cybcrpara (Bopresmn).
B pesyabrare ciydanHbx QIyKTyalnuy 3apsAi0B U AUIOJIEH B3aUMOAEUCTBYIOIINX IPYIIII
3a BpeMsa ~ 16 mc co3maeTca mepexogHas KOH(DUIYpalusa C MOHWXKEHHBIM 0apbepoM,
OJArOMPUATHAA [JIA TEepexo1a MpOTOoHA. [I0CKOMbKY MOCAeqYIONINA MEPECKOK MTPOTOHA,
MIPOMCXOUT 3a HECKOIbKO (emrocexyra (1071 ¢), To mavumTupytomen crammenn mepe-
HOCA IPOTOHA ABIACTCA 0OPA30BAHNE AKTUBHOU KOH(MPUTYPALIUUA ATOMOB IIPU CJIYIAUHBIX
duaykTyanusax (~ mc).

Puc. XXII.9.

ODHEPro3aBUCUMBIE U3MEHEHUs

CTPYKTYpbI 6apbepoB B WOH-

HOM KaHaJe aKTUBHOU TPAHC-
i+1  mOPTHOU CUCTEMET:

1 — MOTEHIUAILHBIA MUHUMYM

Y B o6mem Buge cucTteMy aKTHUBHOTO TPAHCIOPTA PACCMATPUBAIOT KaK TPAHCMEM-
OPAHHEIN KaHAJ ¢ GOMBIIIM THCIOM yIaCTKOB cBa3bBanua HT | B xoTopoM Tparcio-
KaIusa IPOTOHOB IPOUCXOIUT 33 CYeT IOCIeI0BaTeqbHLIX Hepeckokos HY mexay yaact-
KaM# CBA3LIBAHMWA. TakOW MOHHBIM KaHAJ MOXKeT paboTaTh KaK MOHHBIM HACOC, €CJd
CTPYKTYPa DHEpPreTUIecKux 6apbepoB IPETEPIEBACT JNHAMUIECKAE U3MEHEHUs 38 CIeT
SHEPTO00ECTIETNBAIOIIEN PEAKIINY, HATIPUMED U3MEHAITCA KOHCTAHTA JUCCOLUAIINN TIPO-
TOH-CBA3LIBAOIINX YIACTKOB KAaHAIA U BEICOTA cOCeTHUX OapbepoB. B aToMm caydae mpo-
TOH OyJeT OCBOOOXKAATHCA MPEUMYIIECTBEHHO C OJHOU CTOPOHLI MEMOPAHBI, a MOTJIO-
MIATHCA — C APYLOU. O
Ha puc. XXII.9 noxasaHbI IpouIM MOTEHIUAILHON >Heprur HT nas ocrHOBHOTO
¥ DHEPTU30BAHHOT'O COCTOAHUA KaHAta, GOPMUPYEMOro HGAKTEPUOPOAONCAHOM B MEM-
6panax ramoguibHbx 6akrepun (cum. ni. XXIX). B ocHOBHOM cOCTOAHMM NPOTOH 3aHU-
MaeT HamboJee riayOOKyO MOTEHIMAILHYIO IMY, COOTBETCTBYIOMIYIO IVIABHOMY yYaCTKY
CBA3BIBAHUA. DTOT YIACTOK NOCTYIEH C IMUTOILIA3MATAYECKON CTOPOHBI MEMOPAHBL, HO
OTAENIEH OT BHEIIHEW CPEALl BHLICOKUM DHEPreTUYeCKUM OapbepoM. Ilpu moriomeHun
0aKTEepUOPOJOTICUHOM KBAHTA CBETA DHEPrETUYECKUN YPOBEHb YUACTKA CBA3LIBAHUA U
BBICOTA 6aPBEPOB U3MEHAITCA TaKUM 00Pa3oM, ITO IPOTOH BHICBOOOXK TAE€TCA BO BHEIII-
HUU pacTBOP. M3MeHeHre BEICOTH AKTUBALIMOHHBIX 6aphepPOoB, 00y CIOBICHHOE HEOOIBIIT-
My m3MeHeHUAME KoHMopmamnuu H' kamama, MoxkeT OLITH cBa3aHO ¢ maMeHeHHmeM PK,
CPO/ICTBA K TIPOTOHY aMWHOKUCJIOTHBLIX OCTATKOB neperocunkos HT (rr. XXIX).
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PaccMmoTpenHas cxema MOXkeT OBITH pacnpocTparerna Ha H1-macocsr, ncmonssyromme
B Ka9€CTBE NCTOIHUKA SHEPIUU PA3HOCTH OKUCINTEMILHO-BOCCTAHOBATEIBHEIX TOTEHIIN-
anoB. B »TOM caydae pasHble KOH(DOPMAIMOHHBIE COCTOSHMA KAHAJIA COOTBETCTBYIOT
OKWCJEHHOU U BOCCTAHOBICHHOU (popMe (PEePMEHTOB — MEPEHOCIUKOB DICKTPOoHA. AHa-
JIOTUYHBIM 06pa3oM MOXHO onucaTh ATd-3aBUCUMBIN TPAHCIOPT MTPOTOHOB.



