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Kucenes 10. ®. P19-2017-11
AH JHUTUYECK S MOJEeNIb KTHBHOTO U I CCUBHOIO TP HCIIOPT
B OMOJIOTUYECKON MeMOp He

[onmyuen copmyn mid p cyer mnpodwid KOHIEHTP LUM HOHOB B OHOJIOTH-
yeckux MeMOp H X. Ilpenmorn r ercsd, 4To MOHBI IBIXKYTCA B BA3KOH cpeme mHon
AeCTBUEM 3JIEKTPUYECKOrO IOJId M TP AWEHT KOHUEHTp Luu. CHI TpeHHus ciemyer
3 KoHy CTokc . IOHBI TOKPBITHI THAP THOM 0OOJIOYKOiA, KOTOP s M3MEHSIET X TpEeHHe
B p crBope. [Iok 3 HO, 4TO ecnu CWJT TpeHHs H BXone B K H J MeMOp Hbl Ooublie,
YeM H BBIXOJE M3 K H JI , TO IIEPEHOC HOHOB OCYIIECTBIISIETCS IyTeM KTHBHOIO
Tp HemopT . [lodydyeHo H JMTHYECKOe YCIOBHE, IPH KOTOPOM KTHBHBIA TP HCIIOPT
U HOPM JIbH 5 XHU3HEHeATEIbHOCTb KJIETKH CT HOBATCS HEBO3MOXHBIMH. Pe3ynmbT Thl
KOJIMYECTBEHHO COIT CYIOTCS C M3MEPEHHMSIMH OTHOCHTE/BHBIX KOHIEHTp muii Nat?,
K™ u Cl=' u MeMOp H X KJIETOK NATYIIKH U K JIbM P .

P Gor BbimosHeH BJI 6op Topuu (pu3MKHU BICOKHX Hepruii uM. B. WM. Bekcnep
u A.M.b nqun  OUSIH.
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Kiselev Yu.F. P19-2017-11
Analytical Model of Active and Passive Transport
in Biological Membranes

A formula is obtained for calculating the ion concentration profile in biological
membranes. It is assumed that spherical ions move in an aqueous solution under the
influence of an electric field and a concentration gradient. The friction force follows
the Stokes law. The ions are covered with hydrate shells consisting of a dipole of
water molecules which change their effective radius and friction. It is shown that if
the friction force at the membrane inlet is stronger than at its outlet, then the ions can
move by active transport. Analysis of the hydration allows the development of an
analytical model of active and passive ion transport in membranes. The calculations
are consistent with the concentration profile of Nat!, K*! and Cl~!' measured in
frog and squid cells.

The investigation has been performed at the Veksler and Baldin Laboratory of
High Energy Physics, JINR.
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BBEAEHUE

B TBepmbIX, XUOKMX M T 3000p 3HBIX Cpel X CWI 3JIEKTPHYECKOIo IOJId,
AEUCTBYIOI 1 H MOHBI, yp BHOBELIMB €TCS CHJIOH TPEeHUs, IPOIOPLHOH JIbHOH
CKOPOCTH JBIKEHUS 3 psKeHHOH 4 ctunpl. [Ipu p BeHCTBe cuil apeiidoB g cKo-
POCTh 3 psI OK 3BIB €TCS MPOIOPLMOH JIBHON H MPSKEHHOCTU 3JIEKTPUUECKOTO
nosisi. B 6uosornyeckux MeMOp H X CKOPOCTb 3 BUCHUT T KXe OT Ip JAUEHT KOH-
LEHTP LMK MOHOB U CIElU(UUECKOro CBOWCTB MeMOp Hbl H IP BJISATh MOHBI 110
MyTH KTHBHOTO M II CCHUBHOTO TP HCHOpPT . B p Gore p ccunt H npocumnp KoH-
LUEHTp WU WOHOB B MeMOp He C IWIHHApWYecKMMHU K H 1 Mu [1]. TlpuBomurcs

H JIMTHYECKOe OOOCHOB HHUE JeiCTBHSI MeX HHM3M  KTHBHOro Tp Hcmnoprt . Ilo-
K 3 HO, YTO KTHBHBII TP HCHOPT BO3MOXEH TOJBKO TOTA , KOTJ CHJI TPEHHUS
MOH H BXOJE B K H JIbl MeMOp HbI Gosibilie, YeM H Bbixoge. [Ipu p BeHCTBe cui
JKM3HEIESTeNbHOCTD KJIETOK IPEKp Il eTcs.

1. YPABHEHHUE JUISA KOHIHEHTPAIIUY NOHOB B MEMBPAHE

[Ipexne 4eM nepeidTH K p CCMOTPEHHUIO IBUXEHHS MOHOB B OHMOIOTMYECcKOii
MeMOp He, H MOMHHMM KJI CCHYECKYI0 CXeMy T KOro p CueT H IphMepe 3JeK-
TPOHHOro I 3 B MeT Juie [2]. IIpu CTOJIKHOBEHUHM C pElIeTKOH MeT JUI 9JeK-
TPOH TEpSeT UMIYJIbC TV 3 CPEIHUN MHTEPB J1 CBOOOIHOIO JBUXEHHs T (C), TIe
m (kr) —M cc u v (M-c~ 1) — cpeanss apeiidoB s CKOPOCTh 271eKTPoHOB. IIpu-
p BHEB s cKOpocTh nepen uu umiyinsc mv/7 (H) k cune e E (H) anekrpudeckoro
nond, peiicteyromeid H 3 pan e (Ki), momydum yp BHEHUE, KOTOPOE SIBIISIE€TC OfI-
HOH u3 ¢opM 3 nucu 3 KoH Om [2]:

mv/T = —eE. (D

Orcron  ciemyer, 4TO ApeioB i CKOPOCTh BJIEKTPOHOB B MET JUIE MPOINOPIIMO-
H JIbH H npskeHHoctd nons B (B-M~1). @usudeck 1 H J10rud coXp HseTcs U
IIpU IBICKEHUM MOH B MeMOp He I1oj JedcTBHeM areKkTpudeckoro noms F. Ilycrs
cunl TpeHus cnenyeT 3 KOHy CTOKC , KOTOPBIH BBITEK €T U3 THAPOAMH MUYECKHX
P CYETOB JABIXEHHS C(EepHYEcKOil U CTHILBI B HEMPEPHIBHON BA3KOIl cpeje:

fst = 6mnro, )



roe n (kr-M~ 1 -c¢~1) — Baskocts p crBOp ; T (M) — p muyc; v (M-c~!) — cko-

poctb MoH . Ilo H joruu ¢ (1) H 3TOT p 3 JOJKHO YCT H BJIMB ThCSA P BHOBECHE,
IpU KOTOpOM ajiekTpudeck st cuin  zeFE (H), rne z — 06e3p 3MepHOe 4uCIio B -
JICHTHOCTH WOH , YP BHOBEILHUB €TCSl CUJIOW TpeHHsl fgy WOH :

6mnrv = zek. 3)

B p cTBOp X NOMUMO 3JIEKTPUYECKON CHIIbI JIEUCTBYET TEPMOIUH MHYECK 4
cun F, (IIx -M), 3 BUCSLL 4 OT I'P OJUEHT KOHLEHTP LMU HOHOB [3]:

olnC
oz ’

e k = 1,38 10723 (Ix - K~ ') — nocrosun s Bomsum H ; T (K) —  6comor-
H o TeMmnep Typ ; « (M) — KOOpPOUH T HOH BIOJb TOJTIIUHBI MeMOp Hbl, C' —
KOHIeHTp 1us noHoB. CkopocTh v = ulF ompenengercs MOABUKHOCTHIO HOH

uM2-c1-B7!) B cpene u H npsKenHocTho nons F. o6 saas F, B yp BHe-
HHe (3), MOMy4YnuM yp BHEHHE

P — kT ( @)

&)

olnC

6mnrull = zeFE — kKT ( - ) .
i

®Dopmyity (5) MOXHO p CCM TPUB Th K K 3 KOH OM B MpWIOXeHUHd K OHO(H-
3uke MeMOp H. [lycTh HOHHBIE K H JIBI B MeMOp He HMEIOT UWIMHIPHUYECKYIO
¢opmy. DiexTpuuecKoe ojiie p BHO Ip aueHTy moteHmm 1 E = —0¢/0z,
e 0 < x < d; d — romuun  memO6p Hel. Ilycts p(z = 0) = 0 — anekTpuye-

CKHIi OTEHIH J1 p CTBOP ; ¢(x = d) H 3bIB €TCsI HOTEHLH JIOM MOKOsI KJIeTKH V.

M uMeeT THNMYHOe 3H venue V, = —(0,05—0,15) B. Hurerpupys (5) mo z,
TIOJTYINM
1 [ - T
InCla) - InO(0) = - (se R P s
nC(z) —InC(0) kT(Ze 67777ru)/ dp kT(Ze 6mnru) |V, p 0
0
(6)

@yukums V; - z/d ONUCHIB €T IMHEHHOE P CHpEeNieHHe H HPSKEHHS BIOIb MeM-
O6p HHOro K H J . [TogBUXHOCTh © B yp BHeHHHU (6) ynoOGHO BHIp 3UTh Yepe3 KO-
appuuuent nuddysuu D (M2 - ¢ 1), HOCKOBKY HOCIEIHUIA He 3 BUCUT OT MOJe-
KYJISIDHOTO Bec M 3 psn HoH . Mcnonb3ysd yp BHeHue DiiHInTeiH [3]

zeD

U= ——r 7

— (M)
MofiCT BJIsis w B yp BHenwe (6) u 3 mensst —(—V,.) = |V;|, noinyuum crenyromryo
chopmyiy 11t pocpriis KOHIEHTP UM MOHOB BIOJIb MeMOp Hbl [1]:

C(z)/C(0) = exp { Z(;“T” g (1 - 67;7;13 r) } . (8)




O6o03u uuM ungekcom «0» m p MeTpel HOH U p ctBop (7o, Do, 10, Tp) B OTCYT-
crBue MeMOp Hbl. Bes MmemOp Hbl C(z) = C(0), mo3TOMY MOK 3 TeJb 9KCIIOHEHTHI
B (8) p BeH Hy/I0 U WII CHEepUIECKON 4 CTHLBI P OUYC 7 = 7’9 BBIYHUCIAETCS I10
topmyie

kTo

"= GaneDo’

©))
@opmyn (9) m3BectH K K popmyn Crokc —DiiHmreitH [3]. Kombunupys dop-
Myssl (8) 1 (9), momydum nmpouib KOHLUEHTP LUK MOHOB IO TOJILIMHE MeMOp HbI

C(x) ze|V.| x nDTy r
————— =exp —(1-——— =
C(ZE = 0) kT d T]()D()T To

B ze|V,| T
—GXP{ kT E(l_gr_())}’ (10)

rne £ = nDTy/(noDoT). P ccmorpum mpumep.

Hon Na'*! neuxkerca B Bome, MemOp H orcyrctyer. Ilpu Tp = 298 K
no = 0,891-1073, Dp(Na™) = 1,33-1079 [3], 1.e. p mmyc 1o = 1,84-10710 (9).
Ipu temnep type T = 309 K 7 ~ 0,699 - 102 [3], u, T K K K npemon -
r ercst, uto £ = nDTy/(noDoT) = 1, H iinem, uto Koadduurent auddysun npu

T = 309 K ysemuunrca go D(Na'™') = 1,76 - 10=%; npum astom p amyc 7o
no-nipexuemy 1,84 - 10719, ScHo, uto npu € = 1 p AMyC MOH He U3MEHSETCS.

Pe npH g Mogenb rop 310 cnoxHee. M3BecTHO [4], uTo p cueT 1o ¢opmysne (9)
COBI I €T C M3MEPEHHbIM P AUYCOM C TOYHOCTHIO 1O ABOWKH. [Ipobiem B TOM,
YTO IMIOJIM BOJHOTO P CTBOP (POPMHPYIOT I'MAp THYI0 OOOIOUKY, KOTOp § W3-
MeHseT TpeHue U a(pdeKTuBHbli p auyc uoH [5]. C apyroil CTOpPOHBI, P 3MepHI
HOHOB M MOJIEKYN P CTBOPUTENS (BOIBI) Cp BHHUMBI 110 BEIMYHMHE, T K 4YTO JABHXeE-
HUE MPOUCXOJUT HE B HEMPEPHIBHOW M BA3KOM cpene [5], K K Mpeanon T eTcsd B
3 koHe Ctokc . [losIcCHUM CK 3 HHOE H HPOCTBIX MPUMEP X.

Mpenct Bum, uto p auyc Na™l (z = +1) B MeMOp He yBeJMUMICS 3 CYET
ruap T wam o 7 = 1,579 = 1,5 - 1,84 - 10710, TIpocpuns xonuentp mum Na'tl,
p ccuut HHbIA 10 opmyne (10), ok 3 H H pucyHke. KOHUEHTp LS HOHOB
9KCIIOHEHIM JIbHO IT JI €T BAOJb K H J1 (T KH 3bIB €MbIi I1 CCUBHBIN TP HCIIOPT).

B cnemyioniem npumepe p ccMoTpum HoH K1 (z = +1), MOXOXHI 1O XHUMH-
yecKuM cBoiicTB MH Na'!l, HO UMeIOIINIl 3H YNTENBHO MEHBIIYIO KOHIIEHTp LHIO
BO BHEKJIETOYHOIl Guonmornyeckoii cpese no cp BHenuio ¢ Natl., 3 merum, uro
JUIIOJIBHOE U KB JIPYIOJIbHOE B3 MMOJEUCTBUS MOHOB C JIEKTPUYECKHM IOJIEM B
MeMOp He M JIbl, YTOOBI BIMSITh H MX MEX HHYeCKoe ABIKeHue. B XH g npuuuH
WIS H JIM3 B TOM, YTO THAP TH g 000n0ouk Komupyetr ¢opMy noH . ITockombky
00O0JIOUK  SIBIISIETCSl MHITPEIMEHTOM P CTBOP , TO MMEHHO OH OIpeleNseT Tpe-
HHE THAP TUPOB HHOro (hOPMHPOB HUSL H TNPO(UIL KOHUSHTP LMK B MeMOp He.
T Kue ci1oXHble KOMOMH LMK 3 PSIIOB, K K MOH, OKPYKEHHbIH AUIOJISIMHA BOIHBIX
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[Tpochunp KOHLEHTp UMM HOHOB B MeMOp He. IlpaMm s jaMHMS — p CTBOp HpU T = 7T0;
Nat' — 0 ccusmpiii Tp nemopr npu r = 1,5 - ro; KT —  Kkrusmbii Tp cnopr npu
r=ro/1,5. [V;] =0,1 B

MOJIEKYI, 110 CIIOXHOCTH H TIOMUH IOT CTPYKTYpy TOM . B3 mMmopeiicTBue 1umnoss-
HOI'O MOMEHT C CHJIbHBIM DJIEKTPUYECKUM I10JIeM B MeMOp He criocoOHO nedopMu-
POB Th cpepryecKylo 000JIOUYKY Y THAP TUPOB HHOIO MOH B BDIUIMICOMJ JIBHYIO.
Jlng npumep cp BHMM Tpenue cepudeckoro K 1-mon p amycom ro u snnumnco-
U1 JIBHOTO ¢ 9¢hpeKTHBHBIM P auycoM 7o = (a+b)/2, tae 2a — muH  GOJBIION
u 2b — gmuH M noit oceit amwmnconn [3]. Ilycts moH K+! mBuxercsa B BOmE
npu Ty = 298 K, tornm 19 = 0,891-1073, Dy = 1,96-107° [3] u p cuer (9) 1 eT
ro=1,25-10710 Tlon r 1a=1,95-10"191 b =0,55-10"1°, momyua em achchex-
TUBHBIA P JIMYC BBITAHYTOIO 3JIMIICOM]L , P BHBII 1) & (ab2)1/3 =~ (,84-10719[3],
1, COOTBETCTBEHHO, OTHOIIEHHE 3(h(PeKTUBHOTO p JUyc HOH B MeMOp He K cde-
pUYECKOMY P JHUYCY HOH B P CTBOpe, p BHOe 7, /79 = 0,67. Ilpu sTOM ®KcIIO-
HeHT B (10) cT HOBUTCS MOJOXWUTENBHOMN, YTO YK 3bIB €T H POCT KOHLEHTP LUHU
MIOHOB, T.€. KTUBHBIA Tp HcrmopT KT'. JIng 4mcieHHBIX OLEHOK yaoOHO yIpo-
ctuth (10), mon r 94 ¢ =1 u z =d. Torn nomydum

Clx=d) ze|V.| r

— = 1—— 11

C(z =0) exp{ kT ro) )’ (i
e e/k = 11594 Kn/(IIx - K—1). Ing seimenpuseneHubix npumepos ¢ Natl npu
r/ro = 1,56 u |[V;] = 0,1 B dpopmyn (11) mer C(z = d) = C(z = 0)/25.
T K 4TO BHYTPUK/IETOYH g KoHueHTp ua Nat! ok 3pIB ercss npumepHo B 25 p 3
HUXe, YeM CH pyku Kietku. [lng mon KT B dopme BbITSHYTOTO sumurcoun




upu rp/ro = 0,67 nomyu ercs C(d)/C(0) = 7, T.e. KOHLEHTp Ly BHYTpU
KJIETKH BBIILIE, YeM CH pPyXH, B 7 p 3. Huxe Mbl yrounum a1oT p cuyer. Oue-
BMJIHO, 4TO MOHBI K1 criocoGHBI 1BUT Thest IpOTHB 1Mhy3MOHHOTO MOTOK , T. €.
IlyTeM KTHBHOTO TP HCIOPT .

2. AHAJIMTUYECKAA MOJAEJIb AKTHUBHOI'O
N ITACCUBHOI'O TPAHCIIOPTA

P ccmotpum p 60Ty OGnonorndyeckoit MeMOp Hbl OTAENBHO OT p cTBOp . IlycTh
temriep Typ kietku 1° = T ¢uxcupos H . Hcnonsszya (7), nepenmuem (5)

B BUJIE
O0lnC  zeE(x) 67
e kT <1 anDr(:z:)) . (12)

s K XKO0ro KOHKPETHOTO MOH CWII  TpeHHd (2) 3 BUCHUT OT TpeX M P METPOB:
n, D, r. Tlycts

X
7’]DT’ = TIODOTO + (noutDoutTout - ninDinTin) (13)

87
rae uHIekchl in (out) 0603H 4 T I p METPbl HOH U CPeAbl H BXOHIE U BbI-
xome w3 MeMOp Hbl cooTBercTBeHHO. [lomer Biss (13) B (12) m cokp I g WwieH
(1 = 6mnoDoro/kT =0), OTBETCTBEHHBIH 3 [BHXCHHE HOH B P CTBODE,
MOJTY4UM

x

C(x) _ ze|Vy | 61 z
n C(O) = kTd /kT(ThanT’m - nOUtDOUtrout)d dx S . (14)

0

IIycts B MeMOp He 9(pPEKTUBHBIA P AUYC MOH HW3MEHSETCS OT Tin IO Tout-
[epenuuiem cdopmyiy (9), ucrnons3ys 0003H YeHHs

1 _ 67T771n(out)Din(0ut)

(15)
Tie(oe) kT

Ilonct HoBk (15) B (14) u unrerpupos Hue (14) mo x 1 er

C(x) ze|Ve| (2\2 (Tin  Tout

_ il o omg L 16
c(0) eXp{ it (2) e Too (16)
II p mMerpsl 7in, Tous B (16) 3 1 10T U3MeHeHue d(PGEKTUBHOTO p JAUYC HOH B

MeMOp He, TOTI K K Tje M Toe OHPENENIOT BIMsSHUE MeMOp HHOi cpempl. T K,
€clu U1 K THOHOB B (hopmyrne (16)

T'ﬂ > Tout (17)



TO IOK 3 Tellb 9KCIIOHEHTBI MOJOXUTENbHBbIA, T.€. (17) yK 3bIB €T H ~ KTHBHBII
Tp Henopt. Ilpu otoMm cun TpeHus (2) H BXojge MOH B MeMOp Hy OK 3bIB €TC
Gosibllie, 4eM H BbIXOZie U3 MeMOp Hbl B KJIeTKy. Hep BeHCTBO

Tin Tout
— < — (18)
Tie Toe

O3H Y €T MPOTHBOACHCTBIE MeMOpP HbI IIPOABUKEHUIO HOH , T. €. I CCUBHBIA TP HC-
mopT. B o0omx mpumep X p BEHCTBO HYJIIO IMOK 3 TeJisl ®KCIOHEHTHl O3H 4 eT
NpeKp IIEeHHE HOPM JIbHOM XU3HEeNesTebHOCTH KieTKu. M3BecTHO, 4TO B p C-
TBOpe 6e3 MeMOpP HbI BBIIOIHSAETCS P BEHCTBO 7)in Din = Mout Dout WIH Tie = Toe,
H 3bIB eMoe np BwioM B mpaen (Walden’s Rull) [3]. Mbl Xen eM IpOBEpHUTS,

CIIp BEUIMBO JIM 9TO IPp BWIO HPU ABUXEHUU HOH B M€M6p He. P CCMOTpUM
HECKOJIbKO KOHKPETHBIX ITPUMEPOB.

3. CPABHEHHE C DKCIIEPUMEHTOM

Cp BHuM p cueT 1o ¢opmyie (16) ¢ a1 HHbIMEA U3 p GOTHI [6] 11 KJIeTOK
JETYHIIKY U K JIbM P . Pe3ysbT Thl M3MepeHuii puBeieHsl B cTosidn X S u 6 T 6-
JULbl.  M3BECTHBIMHU JI HHBIMU SBJISIIOTCSl THII MOH , B JIGHTHOCTb, OTHOILIEHHE
KoHuentp wuit C(d)/C(0) u noreHuu J1 1MOKOs (COOTBETCTBEHHO CTONOLBI 2, 4,
5, 6 T OIHLBL), Tyin < 7 < Tpax TOK 3BIB €T AU 1T 30H U3MEHEHHS 7" B P CTBO-
p x cort cHo [5]. P cuer Bemercs no copmyne (16) npu = = d, e/(2kT) =
19,48 Kn/IIx.

T 6aun

Vil T‘n])in_;lTOmaXa Tini Tie. |Tout? Toe, C(d)/C(0),
0 M |10 M| 10 M OTH. €]l.
[5] (16) (16) (16)
Nat1 Cdep |+1 9,2/120 -0,090 | 0,95; 3,58 |[1,84;3,58|3,58;1,84 10/120
Jlarymk | K+1 [Chep |+1 140/2,5 -0,090 | 1,25; 3,31 |3,31;1,25|1,25;3,31 140/2,5
cl! Cdep | — 3-4/120 -0,090 | 1,21; 3,32 |3,00;1,21|1,21;3,00| 3,2/120
Nat1 Cdep |+1 50/460 —0,060 | 0,95; 3,58 |[1,84;3,58]3,58;1,50 51/460
K aem p| K41 |Cep |+1 400/10 -0,060 | 1,25; 3,31 |3,31;1,00]1,00;3,31 400/12
cl1 Cdep | -1 | 40-100/540 | -0,060 | 1,21; 3,32 |2,70;1,21|1,21;2,70 67/540

XKusot- | Hon |®opm | Z |C(d)/C(0),
Hoe [6] | [6] | mon |[6]]| orH.en. [6] | B [6]

—_

—

Orp HUYEHHBIA H OOp HCIIONB30B HHBIX J HHBIX TeM HE MeHee IOK 3bIB €T,
YTO JUIS BCEX MOHOB B T OIUIE Tie 7 Toc, T-€. NinDin 7# Nout Dout; H TpUMEP,
wist Nat! ry = 3,58-10710, roe = 1,84-10719 M, crienios TesbHO, rnp Buwio B Jb-
JeH B K H J1 X MeMOp H He BBINONHSACTCA. AH JIOTUYHOE 3 KJIIOUCHUE CIICAyeT U
IUTS APYTHX MOHOB TIO 1 HHBIM 8-TO W 9-r0 CTOJOLOB T ONUIIBI.



3AKJIIOYEHHUE

MMonyuyen copmyn (16) nist p cuer npouiisi KOHIEHTP LIUM HOHOB B OHO-
JIOTUYECKMX MeMOp H X. P cuer Mok 3bIB €T KOJIMYECTBEHHOE COBII JCHHE C U3-
MEpEHHSIMH B KJIETK X JISITYIUKH U K JIbM p . [oJydeHsl H JHUTHYECKHE YCTIOBHS,
o0ecIieyuB 0IMMe KTUBHBIA M I CCHUBHBIA Tp HCIOPT B MeMOp H X. Ilok 3 HO,
YTO Np BWIO B JibJeH , crip BeUTMBOE WIS P CTBOPOB, H PYLI €TCS IPH JBUXCHUH
HOH B MeMOp H X.
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