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IMpennoxena mateMaTvyeckas MoOZENb MOTEHUMANO3aBHCHMOTO MPOTOHHOTO MEPEHOCa 4epe3 MeM-
6pany knetkH Bomopociau Chara corallina. Monens npencrasnser coboii cucremy nsyx muddepeH-
LHaJdbHbIX YPABHEHUH B 4YaCTHBIX MPOM3BOAHGBIX, HEPEMEHHBIMU KOTOPOI SBIAIOTCA KOHLEHTPaUHs
HNPOTOHOB BONM3H BHEWHEH CTOPOHBI KIETOYHOW MeMmOpaHbl H TpaHCMeMOpaHHBIH NOTEHUMAIL
Mogenb OnMCBIBAET IKCNEPUMEHTANBHO HAONOZaeMbie HEOTHODOAHOE pacHpEENeHHE TPAHCMEM-
6panHoro noteHumasa u pH Bmons MemOpaHbl W konmebanus moTeHunana u pH BO BpemeHw.
IIpennoxeH MexaHW3M BOIHUKHOBEHHA NPOCTPAHCTBEHHON U BPeMEHHOW HEOTHOPOAHOCTH MOTEH-

nuana u pH.

Kniouesvie cnosa: wnemounas membpana, npomownas ATDasa, npomounvle Kananbl, MemOPaHHbIi

nomenyuan.

JIns MHOTHMX JXHBBIX OPraHU3MOB 3KCIIEPHMEH-
TATBHO IOKAa3aHO, YTO BJOJIb BHEINHEH MOBEpX-
HOCTH IUIa3MaTHYeCKOd MeMOpaHBl MOTYT BO3HH-

KaThb Y4acTKH, pa3nMyaronidecs 1o 3HaveHusam pH

U TpaHcMeMOpaHHoro nortenurana [1-6]. Tak, ans
KOpHei, KOPHEBBIX BOJIOCKOB M NbUIbLEBBIX TPYOOK
MHOTMX PAacTeHMH [OKa3aHO, YTO HEpaBHOMEPHOE
pacrpe/eieHue NMOTEHIMAla UTPaeT BAXHYIO POJIb
B mpoueccax aubdepeHIUalMM TKaHed W pocTa
[1-4). Taxxe 6bUI0 OOHapYXeHO, YTO MPOCTPaH-
CTBEHHOE pacnpeleNieHUue IEKTPUUECKHX MOTOKOB
MPOTOHOB Yy 3UroT Bojopocieit Pelvetia, Fucus
ONpeAEAeT NadbHEHIUYI0 CTPYKTYPY KIETKH [5].

Kinetkn Bopopocneit Chara corallina w Nitel-
lopsys abtusa sBNAIOTCA OYeHb YAOOHBIM OOBEKTOM
IUIA M3YYEHHUS TaKOro poJa HEJIMHEHHBIX 3JIEKTPO-
GU3HONOTHYECKMX SABIEHMI, Tak Kak o00JamaioT
G6ombumMHu pasmepamu (auameTpoM 0,6 — 1,0 MM
¥ pymHoi 40 — 80 mMM) u uMmeroT Gonee mpocToe
CTPOEHHUE 1O CPABHEHHUIO C KJIETKaMH BRICUIHX pac-
TEHUA WM XUBOTHBIX. B ceMmeiictBe Characea B
pesynbTaTe OCBEUIEHHsA B TeueHHe 10 — 40 muH
BJIONIb MeMOpaHbl BO3HHMKAIOT YCTOHYMBBLIE 30HEI
¢ pa3sNUYHBIMU BeMYMHaMu pH # 3iekTpH4eckoro
noreHuMana [7,8], Mexmay KOTOPBIMH LMPKYJIUPYIOT
TOKM IOpsAaKa 1 MKA.

V3MeHeHUs BEIUYUH TPAHCMEMOPAHHOro TMo-
TeHuMana ¥ pH B6mu3u MeMOpaHbl MOTYT HOCHTh
kxonebaTenbHbI xapakrep. Tak, B paborax [9,10]
6bI0 TMOKA3aHO, YTO IPH OCBEIIEHHH KIETKH
Nitella MoryT BO3HHMKAaTh KaK CIOHTaHHBIC HeE3a-
Tyxamluie konebaHus TpaHCMEMOpPaHHOI'O ITOTEH-
upana, Tak ¥ 3aTyxawomue xonebanus. Konebanus
MOTYT ObITh CBS3aHBI C 30HAMM, HO MOTYT BO3-
HHMKAaTb W HE3aBUCHMO OT 30HOOGpazoBaHua [10-
12]. ockonbky nomoGHble ABJIECHHS, KaK YKa3bl-
BAJIOCH BBbILIE, UMEIOT MECTO B KJIETKaX M OpraHax
ApYTHUX OpPraHU3IMOB, MOXHO IPEANONOXMTh, YTO
CyWIECTBYeT OOIIMA MEXaHHU3M BO3HMKHOBEHHA
IPOCTPaHCTBEHHO-BPEMEHHON HEOJHOPOZHOCTH B
npuMeMOpaHHOM 00NMacTH KJIETKH, CBS3aHHEIA C
NpoLEeccaMyl NEPEHOCa MOHOB M U3MEHEHHH TpaHC-
MeMOpaHHOrO NOTEHIHaNa.

IlepBoHavaneHOo HabmomaeMble SBJICHHS CBA-
3bIBAIM CO CTPYKTYPHOH HEOZHOPOITHOCTHIO MEM-
6pan. B mocnenHee BpeMs Bce GONbIUES YHCIIO
HCCIieoBaTeNnei CKIOHAETCA K TOMY, UTO TaKHe
ABJIEHUS OOyCIIOBIIEHBI, MO-BUAUMOMY, crHeludu-
Ko paboTel TPaHCHOPTHBIX CHCTEM KIIETKH:
AT®a3, xaHaloB, aHTUIOPTEPOB H T.O. M HEOJ-
HOPOJHBLIM pachpeneicHieM MoTokoB [13-16]. C
3TOW TOYKM 3PEHUSA TaKHe 30HBI, MO-BUAUMOMY,
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ABJIIIOTCA NMPHUMCPOM IHCCHNATUBHBIX CTPYKTYP B
JKUBBIX CHCTEMaXx.

IlpennoxeH psy MaTeMaTH4ecKUX Mojeneit

[13-16], B KOTOpPBIX paccMaTpHBAIOTCH BO3MOXHEIC
MeXaHH3Mbl 30HOOOpasoBanus. Mogens [13], oc-
HOBaHHas Ha OJJIEKTPHYECKHX XapaKTepUCTUKaX
MTa3MajieMMBI, OMTHCBIBAET HEOAHOPOAHOE pacrpe-

; JelieHHe MOTEHHHala, OJHAKO B Hell He YUWThIBa-
- eTCl M3MEHEHHe KOHUEHTPALMH MOHOB CHAPYXH M
BHYTpH KieTku. [pyrasg Momenb [14] omuchiBaer
nosBIeHHe CTPYKTYp pH npH npeBBILIEHNH HEKO-
TOPOro Mopora UHTEHCHBHOCTH CBETa U JalbHei-

CHBHOCTH. B Mozenu paccMaTpuBaroTCs aKTHBHBIH
W NMacCHBHBI# MOTOKU NpOoTOHOB. Crenudnka Ux
paboThl 06yCIaBTUBACT NOABIICHUE PA3IMYHBIX 30H
pH. MopenupoBaHue npouecca yCTAHOBJICHUS Ye-
peayromuxcs 30H pH Baomb knetku Chara mony-
YHIIO JanbHeliliee pa3BuTHe B paborte [15], rame
pPaccMaTpHBaJIH NOTOKM nporoHoB HY u Guxap-
Gonar-nonoB HCO3 uepes mem6paHy M cTaumo-

HapHOE 3TIEKTPHYECKOE MOJe, CO3AaBaeMOE 3THMHU
noHaMH. B pabore [16] 6bu1a pazpaboTaHa Moaens,
TIe TaKxe paccMaTpuBamuch norokd HY u
HCOj; . IIpeanonaraiocsk, YTO HX B3aHMOJIEHCTBHE

U pasmuud B kodp¢uuueHtax auddysuu maer
OCHOBHOH BKJIaJ B 0Opa3oBaHHe YepeXyIOIMXCS
30H ¢ pasHbiMH BenmuuHamu pH. B paborax [14-
16] MOTOKM MOHOB OINHCBHIBAINCH (EHOMEHOJIOTH-
YECKH.

B nanHO#M paboTe mpexnjaraeTcs MOAENb MpPo-
LIECCOB NepeHoca MPOTOHOB M pacCnpenesieHus I10-
TeHLMana BIOML MeMOpaHbl. s onucaHus rnepe-
HOCa MPOTOHOB HCHMOJIb3YIOTCS JAaHHBIE O KaTaju-
THYeckoM HuKie pabotsl AT®assl [17] ¥ kKaHanoB.
Pacnpenenenre mnoreHUMana BHOAL MeMOpaHBI
ONHCBIBACTCS UCXOAA U3 KabelbHBIX CBOMCTB KIET-
k. Mogenb mo3BONAET MCCIENOBATH BIIHAHHE
TPaHCMEMOPAHHOTO MOTEHLHAaJa HAa HOHHBIE MO-
' TOKH M OUCHHTb MX BKIQJ B OMHMCAHHBIE BbILIE
HENHHEHHbIE PEXMMBI.

MOJEJIb

" ITpu mocTpoeHHMHM MoIenM Mbl MpEAToJiaraiy,
9TO OCHOBHBIM ITPOLIECCOM, ONPEAETAOLNM HENH-
HeHHbI XapakTep M3MeHeHHit MeMOpaHHOTO mo-
TeHIIMana, SBIAETCA NEPEHOC HOHOB, B YAaCTHOCTH

- 6BUIO MTOKA3aHO, YTO BeJIMYMHA IOTOKA IMPOTOHOB
gepe3 ATasy HaMHOro Bhillle, YeM BeIHYHMHA
“TIOTOKOB BCEX OCTAIbHBIX HOHOB. ABTOpamH [20,21]
- YIBEDXKIAEeTCA, YTO OCHOBHOH BKIag B oOwui
NOTOK MOHOB 4eépe3 MeMOpaHy [aloT NpPOTOHHI,
NO3TOMY B MOJENH Mbl YYHTBHIBATM KOHKPETHYIO
KHHETHKY MMEHHO IPOTOHHOTO IEpeHOCa.
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II€€ YBCIINYCHUEC HUX YyHcaa C MOBBILIEHHEM HHTEH- -

ApoTOHOB, 4epes MeMOpaHy. ABTopamu [18,19]
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Puc. 1. Kusernyeckas cxema paborsl ¢epmenTa, B
KOTOpo# peasH3yioTcs ecTh KOHOOPMALIMOHHBIX CO-
crosuuit: Out — BHewHsAA cTopoHa MeMm6paHbi, In —
BHYTPEHHSAS CTOpOHAa MeMOpaHbl, H; — KOHUCHTpaLus
NpPOTOHOB B uMTOmNasMme, Hy — KOHUEHTpalHs IMpo-
TOHOB CHapyxu kierku. E,, E,, E; E, E5 Eg -
KOH(OPMAIIHOHHBIE COCTOAHMA  epmenTa.  keV,
k95e¥, k9e¥ — noTeHUMANO3aBUCHMBIE KOHCTAHTHL M-

peHoca NMpOTOHA C BHYTpEHHEH CTOPOHBI MeMGpaHsI
Ha BHEILHIOKW.

CyluectByer 0607bIIOE KOMHYECTBO 3KCIEPH-
MEHTaJIbHbIX JaHHBIX O paboTe NPOTOHHOIA
AT®aspr [19-22]. TIpoTOHHas MOMIIA «OTKa4yHBa-
€™ HOHBI H*Y M3 LUTOMIa3Mbl BO BHEKIIETOYHYIO
cpely, a MO IMAacCUBHbLIM KaHajiaM HoHB H* BO3-
BpamaTca B KIETKy. CyLIECTBYIOT MPEINOIONKe-
HUd, yT0o AT®a3a ¥ NPOTOHHbIE KAHANBI CTPYK-
TYPHO CBsI3aHbl MEXIy Co0Oif B €IMHYIO TpaHC-
MOPTHYIO cHCcTeMy [22].

Knnerudeckas Mozeab paGoThl NpPOTOHHOM
AT®a3bl. YTOOB! OnpenennuTh KOHKPETHBIA BHI
noToka npoToHoB 4yepe3 H*-AT®a3y, paccMoTpum
KHHETHYECKYIO cXeMy paborel depMeHTa (puc. 1).
IIpennonaraercda, 4ro ¢epMeHT HMeET aBa caiiTa
CBA3bIBaHUA cybcTpata (npoToHOB). CBA3bIBAHUE
IIPOTOHA OJHUM CAaHTOM HE 3aBUCHT OT CBA3LIBAHHS
APYTOro NpoToHa ApYruM catoM. KoHcTaHTh k;,
Monbrcl'M3; k_;, ¢! xapaktepusywoT mpucoemu-
HEHHE M OTILEIVICHHE NMPOTOHA, MHOXHTENb 2 (B
BeIpaXeHHUax 2k_;, 2k H;) xapakTepusyeT paBHO-
BEPOATHYIO BO3MOXHOCTBL CBS3bIBaHMA cyOcTpata
mo6bIM U3 ¢aliTOB, MO0 OTCOEMUHEHHS OT JHOOOro
u3 caiitoB. KoHcranthl k,, ¢’; k;, ¢!, xapakre-
PH3YIOT MEPEHOC NPOTOHA 4Yepe3 MeMOpaHy BO
BHEHIHIOIO cpeny, k_,, ¢! — mepeHoc mpoToHoB B
knerky. Ilpeanonaraercs, 410 BEPOATHOCTH Nepe-
HOCa IIPOTOHOB 4epe3 MeMOpaHy 3aBHCHT OT
TpaHcMeMOpaHHOro norexHuuana ¢ [18,23-25). Be-
POATHOCTH IIEPEHOCa COOTBETCTBYIOT KHHETHUE-
CKMM KOHCTaHTaM 3JIEKTPOreHHOTO mepexona k_,,
k, ¥ k;. IToaTOMy B MOZENH KOHCTAHTBI MepeHoca
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NPOTOHA C OJHOK CTOPOHBI MEMOpaHLI Ha APYTYIO
3aBUCAT OT MOTEHLHANA ¢ CIEAYIOIIMM 00pa3oMm:

Fo_

2RTY}
Fi

k, = kgexp(— %,) 7§

ky = k°exp(

ko= k‘_’zexp(—

Fo

2RT)
IIpemnonaraercs, YTO BEPOATHOCTb NEPEHOCA

C BHEWIHEH CTOPOHbI MeMOpaHbl Ha BHYTPEHHIOIO

JABYX NMPOTOHOB Maia, MO3TOMY mepexox u3 Eg B

E¢ COOTBETCTBYIOILMIA IEPEHOCY BTOPOro IpoTo-

Ha, B JJaHHOH CX€M€ HE paccMaTpUBacTcH.

Ha 0CHOBaHHH KHHETHYECKO CXEMBI MTOJTydeHa
ClIeAyIOmas CUCTEMa KMHETHYECKHX YpaBHEHHIA:

d[H,]
dt

= k_[E;] - 2K, [H,E,] - k,[HJIE5] +
+2k_|[EJ),

dE]

= kB - 2K [HIE )

E 1
% = k_[E,] - 2k [H]IE,),

= 2k, [HJIE,] - k_[E5] + 2k_[E] -
— ky[HIES] - k_jE;) + k,[E,],

dE]
dt

dE;)
dt

= 2k [H)[E,] - k_[E[] + 2k_|[E] -

= kiHJE] + kB3] - KE,,
dEd

Tdr
[E\] + [E)) + [Es] + [E|] + [Eg] + [Eg] = E,,

roe [Hy] - KOHUEHTpauMs NPOTOHOB B Cpexe,
Monb-M—3, [H] — KOHUEHTpauus MPOTOHOB B IH-
TOIUIa3Me, MOMb'M~>., B naHHO# Momemn [H] aB-
nserca napamerpoM, [E|] - [Eg] xoHueHTpalmu
¢depMeHTa B pasNMUYHBIX KOHPOPMALMOHHBIX CO-
CTOSHMAX, Momb-M3. [E,] — KOHUeHTpauus oep-
MEHTa B aKTMBHOM COCTOSHMH, [E,] — B HeaKTHB-
HOM COCTOSHHM, [E,l[E,] - KOHLEHTPaLHH dep-
MEHTa B COCTOSIHHH, KOTJla OJMH U3 CalTOB 3aHAT
cybcrparoM, [EsL[Esl — KOHLeHTpauuu ¢epMeHTa
B COCTOSIHMH, KOTJa IBa caifTa 3aHATHI cybcrpa-
TaMH. E; — NofHas KOHLEHTpauus $epMeHTa.

= kyEg + ky[H,)ES] - 2k_,[EJ],

IlepBoe ypaBHeHMe cucTeMbl (1) omHchiBaer
H3MEHEHHE KOHLIEHTPALUH MPOTOHOB [H)] CHapyXH
Knerku 3a cuer paborsi AT®aszml. Ilocimemnee
YPaBHEHHE CIEAYET U3 JONMYyLIEHHS O MOCTOSIHCTBE
KOHLEHTpauuu pepMeHTa BO BCeX cocTosHusAX H*-
AT®ase1. OcTanbHble Tk YPaBHEHHH OITUCHIBAIOT
M3MEHEHHEe KOHLEHTpauui pa3mMuHbIX GopMm ¢ep-
MEHTA.

IIpennonaraercss, YTO0 M3MEHEHHE KOHLEHTpa-
M kaxaoud u3 popM ATPasbl NpoUCXOOUT Ha-
MHOro ObICTpee, 4€M HM3MEHEHHE KOHLIEHTPALUH
IIPOTOHOB BO BHEMIHEH cpene. IToaToMy coctoaHue
¢depmenTa B moboit U3 popM MOXHO paccMaTpH-
BaTh KaK KBa3sHUCTaLMOHAPHOE U CBECTH YPAaBHEHHUH,
OMUCHLIBAIOLIME HM3MEHEHHS KOHLEHTpAlLMi Bcex
¢opM depMmeHTa, k amrebpamuyeckuM. Jlamee Mbl
TIPEATIONOXMIHN, 4TO NPOLIECCHl MEpeHOca MpPOTO-
HOB C OOHOM CTOpPOHBI MeMOpaHbl Ha IPYTyIO
(E4 <> E;; Eg <> Es; puc. 1) MPOMCXOIAT ropaszio
MEUICHHEE 110 CPAaBHEHHUIO C NPOLIECCAMM TIPHCOe-
AMHEHUA W OTIUCIVICHHS MPOTOHOB (E, <> Ej;
E, < E; E, «+» E; E, < Eg puc. 1), 4ro
MO3BOJIMIIO YIPOCTUTh YpaBHEHHE O U3MEHCHHS
KOHLEHTpAllMM TNPOTOHOB BO BHEILUHEH cpege.
OkOHYATEIbHO YpaBHEHHE MPHUMET BHI:

H, w1
dH, g U-n
T =Ek , 2 ,
d 0 HO
Y B
2q—I-{-l—+e (1+K,)(n+l)
oF 1 (1 +h)YKn
e VU "kparv T R
[H] k_ k_, k,
hl Kl K —-k—l Kz"—lg, K3-7k—2.

O6i1lee M3MEHEHHEe KOHLEHTPAUHH IMPOTOHOB
CHapyXM MeMOpaHbl KIIETKH 3aBUCHT HE TOJIBKO
OT moToKa yepe3 ATda3y, HO M oT o6MeHa npo-
TOHOB MEXIy cpeaod M kiuerkod. Kpome Toro,
NpOHCXOAUT IUdy3Us MPOTOHOB BAOMHL MeMOpa-
HbI KIeTKM. TIockonbKy A7TMHA KIIETKM BOIOPOCIH
Chara corallina (~4 - 6 cM) Bo MHOro pa3 npe-
BbILIaeT ee auamerp (~1 MMm), 6ymem paccmatpw-
BaTh AMd¢y3MIo NpPOTOHOB BAOIL OXHOM IIpoO-
CTPaHCTBEHHOH KOOpPIHHATHI X.

OOb11ee ypaBHeHHE I CyMMAapHOTO H3MEHEHHUA
KOHLICHTPAalMH TTPOTOHOB CHAPYXXH KIETKH B 6e3-
Pa3MEPHBIX TEPEMEHHbIX OymeT BHITTIALAETH Clle-
ayrommM obpasom:

ohy hye¥(1 —n) d%h,
—= 3 3 =Yg+ D1—5, (3)
ot 2ghy+e*¥(1 + hp)Hn + 1) ar
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[Ho] t Kl X
e h0=—K-1—,1:=%, t0=m,r=z,L—mHa

KJEeTKH, M.

IlepBhlif YieH OMUCHIBACT MMOTOK NPOTOHOB 4e-
pe3 AT®a3y, BTopoit wieH yh, — 06MEH MPOTOHOB
MEXIY Cpefoi U KIIeTKOH 3a cyeT yObLUIH NPOTOHOB
OT TNOBEPXHOCTH KJICTKM BO BHEUIHIOK Cpeay H
MAacCHBHOrO MOTOKA Yepe3 NMPOTOHHbIE KaHAJIbI, He

ceazaHHple ¢ ATd®a3zoi, BHyTpb  KJIETKM.
Dt
D, =—29, rae D — xoabduuuent auddysuu npo-

L
TOHOB BJONL NMOBEPXHOCTH KIETKH, M2-c7l,

BbiBox YypaBHeHHS H3MCHEHHS NOTeHIHAJA.
VpaBHeHHE pacnpefelieHUs TpaHCMEMOPaHHOTO
NOTEHLIMANa 3amMUIeM HCXOAS H3 KabelabHbIX
cBoiicTB MeMOpaHbI KJIETKU C YYETOM MOHHBIX TO-
KOB uepe3 meMOpaHy [26].

% 99
'2%"_ Py he +Upte+ 1)+ CE’ “)
: 2
I7ie TOJHBIA TOK 4Yepe3 MeMOpaHy (—2% %ﬁ) paBeH
1

Posad

at
B HauieMm ciyvae MOHHBIR TOK, I, COCTOMT U3 TOKa
nporoHoB 4epe3 AT®asy I 14, U TOKa yTeuku I,
BKJIIOYAOLIEro B ce6s MOTOKH OCTANIbHBIX HMOHOB.
3necy @ — TpaHcMeMOpaHHbIH moTenuuMan, B; R, -
COIPOTHBIICHME LUTOMIa3Mbl, OM'M; C — eMKOCTb
meMbpanbl, MKD-M2,

CyMMe emcocmoro'g ¥ MOoHHOro (/) TOKOB.

dew(1 - n)
K
Iyte = Eok_; H H\2
0 ) 0
+ =0
Zq——Kl +e¥1 X, (n+1)
Tok yepes H*-AT®asy, A'M% I, - TOK yTeukw,
BKIIIOYAIOIMI MOTOKH APYrMX HOHOB, A'M~2, F -
uncno Papazes, KinMoms™!, p — nuamerp Kierkw,
M. Tok yTeyku 3amuchiBaeTcs Kak [; = g( — ¢p), Iae
¢ — MPOBOAMMOCTb MACCHBHBIX KaHanoB, OM~1:M~2);
@o — TMOTEHLIMAN TOKOSl Ha TIa3MaTHYecKOH MeM-
6pane, B.
Takum 06pa3oM, ypaBHEHHE M3MEHEHHS TPAHC-

MeMOpPaHHOTO MOTeHIHala Y BIONb KJIETKH BO-
IopociH B 6e3pa3MepHbIX NEPEMEHHBIX UMEET BUA;

ay — hge¥(1 - n)
av " 2ghy+e¥(1 + h)Xn+1)° ©

Fp -

d
~g0-v0) + DY,
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TaxuM o6pa3oM, cucTeMa ypaBHEHHH H3MeEHe-
HUS TpaHCMEMOpPaHHOIO MOTEHI[HAJla M KOHLIEH-
TPaLHM NPOTOHOB CHAPYXH KIETKH OKOHYATEITLHO
TIPUMET BUJI;

oh, hye¥(1 - n) 6%,
It 2ghy + o 2 ~Yho+ Diy
ghy + e*¥(1 + hg)A(n + 1) or
©®
a - hye¥(1 - n) ,_ ~
ov " 2ghy + (1 + hpn+ 1)° ¥ TV *
o2y
+ DZW

IIpeanonaraercd, 4YTo Ha ToplLAaX KIETKH MO-
TOKH TMPOTOHOB OTCYTCTBYIOT. TOra B KadecTBe
YCIOBUA Ha TPaHHULIAX NIPUHUMAEM OTCYTCTBHE IO-
toka H* u rpagueHta mnoTeHumMana Ha TOpLAX
KJIETKH:

aho aho
—0,)=—A1,1) =0,
or oar

oy 0y
S0 = ZH17) =0.

PE3VJIbTATBI

s Toro, 4toObl ONpPERENUTh HOOMYCTHMBIE
npeeibl M3MEHEHHS KWHETHYECKHX NapaMeTpoB
AT®a3bl B MOAEH, MbI TTPOBEIH MICHTHOUKALIHIO
1apaMeTpoB MOJENBLHOTO TOKa 4epe3 MeMOpaHy
M0 3KCIIEPUMEHTANILHON BOMbT-aMIIEPHOM KPHMBOM
(3aBHCHMOCTH TOKA 4epe3 MeMOpaHy OT BeTHYHUHBI
TPaHMeMOpaHHOTO NOTEHLMANa), MPUBEACHHOK B
paborte [18] (puc. 2), ucronb3ysa MakeT MporpamMm
DBSolve 7.0. B pesynbrate nmpoueaypbl HICHTH-
buxanun O6bIMM NOJy4eHB! CICAYIOIIME 3HAYEHHSA
napaMerpoB: K; = 5,02:107 momem3, k, =
3,36:10° ¢!, n = 0,912, ¢ = 0,0948. OcrambHbIE
napaMeTpel ObUTM B3ATHI U3 JMTepatyphi: E; =
51012 mome'M3 [18], p = 1 MM [7,8], g = 3,12
Om-'m~2 [27], @, = -220 mMB [21], [H] = 1077
monb-M~3 (pH 7) [28]. DTo NO3BOIMIO HAM OLICHHTH
GespasMepHBIe mapaMeTpel Mogemu: K, = 8,484-104,
K; = 0,996, g = 0,0359. INockomeky pH umro-
MIa3Mbl MOXET MEHAThCA B mpepenax 7,1 + 7,8
[28], To [H] MensieTcs B mpezenax 1,6:10-8 + 7,9-10-8
Mob-M~3, Tora napaMeTpsl n ¥ g 6yIyT MEHATHCS
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I, MmxA/cm?2

_4 1 1 1 1 1
-280 -260 -240 -220 -200 -180
¢, MB

Puc. 2. BonuT-aMriepHas XapaKTepHCTHKa HOHHOTO

TOKa uepe3 MeMOpany xnerxu Chara corallina. Ksaa-

paTHKamMH 0BO3HaueHbl IKCNEPHMEHTa/bHbIE TOYKH

(18], cnnomHo# MuuHelf ~ MopensHas xpuBas. Bripa-

KEHHE Ui MOHHOTO TOKa, C IIOMOWIBIO KOTOPOIO

MpOBOAMIACH MIOEHTUDHKALMA:

H,

—e¥(1l —n)
K,

I=Eyk_; 3

Hy Hy
+e¥l+—i(n+1)
g o105

Fp + g(¢ - @p)-

B npexmenax n = 0,501 + 0,909, ¢ = 0,001 + 0,9.
PaBHOBECHBIH NMOTEHLHAJ TOKA YTEYKH VY, MEHS-
erca B mpemenax — 100 + 10 MB [27], Torma
Yo = -4,1 + 0,2,

B GonpmuHCTBE 3KCNEpuMeHTOB [8,16,29] npo-
Lecc 30H000pa30BaHUA 3aBUCUT OT HHTEHCUBHOCTH
ocBeuieHns. B axcnepumenTax [28] 6110 nokasaHo,
YTO NMPH OCBEIIECHUH KieTkH pH 1yTomia3Mel yBe-
JIMYHBACTCA, T.€. KOHLUEHTpAalus NPOTOHOB B LHU-
TOMmIa3Me¢ yMeHbiuaercd. [103TOMy B MOZAENIbHBIX
IKCMEPHUMEHTAX Mbl MPEANOIOXUIMN, YTO yBeIH4Ye-
HME MHTEHCHMBHOCTH CBETa COOTBETCTBYET yMEHb-

JaTo
0.11
0.09
0.07
0.05
0.03

-4 -3
b4

Pac. 4. CyiecTBoBaHHE MPEOEILHOTO LIMKNA. 3aBHCH-
MocTh notoka depes ATQasy J,1q OT moTeHLMana

; hoe¥(1 —n)
V- Jato 2ghy + (1 + hg)(n + 1)
TeMsi: z = 0,65, 1 = 09, ¢ = 0,001, y = 001, g =
0,035, vy = 1,301, & = 03. -

=. [lapameTps! cuc-

IMJIIOCHHUHA u mp.

Puc. 3. CywectBoBaHue Tpex cocrosHuil: / — ycToii-
4UBBIl MpENeTbHbIA LUK (He3aTyxatomue konebanus),
2 — HeyCTOMYMBBHA TIPENENbHBbIH LMKN, 3 — yCTOHYM-
Bblii (poKyc (3aTyxaiomiHe KojeDaHHf) CUCTEMBL = =
06, z =06, n =09, ¢g =000l y = 00085 g =
0,03, yo = -1,28, 4, = 0,3

HICHHIO fapaMerpa /; (KOHLEHTpaLmus NPOTOHOB
B LIUTOIIa3Me€).

C nomonibio nakera nporpamm MathCAD
Obl1 mpoBeAeH NHMHeHHbIH aHAM3 CcHCTEMB (6).
Buinu HaiileHb! yCIIOBUSA, MPH KOTOPBIX BO3MOXHO
CYLLIECTBOBAHHE KOJIEOATENbHBIX PEXHUMOB B TO-
YeyHOU CUCTEME.

AsTopsI [9,10] Habmogamu 3aTyxamonue M He-
3aTyxamouue konebaHus MeMOPaHHOTO MOTEHIMA-
n1a u pH BGu3u nmoeepxHocTH KieTku Nitella nipu
ONWUHAKOBBIX YCIOBHSAX 3KCIEpHUMeHTa (MHTEHCUB-
HocTh ocsewenns 20 Br-m—2). 3aryxamomme xoje-
6aHus MeMOpaHHOro MOTeHIHMana ¢ NEPpUOAOM 2
MMHYTbI HabIoganuch NP U3MEHEHUM TEMHOBBIX
yCIIOBHiA Ha cBeToBble. HesaTyxaromme konebanus
C NMEpPHOIOM OKOJIO 15 MHUHYT BO3HHMKAJIM CIIOH-
TaHHO Ha cBery. Ha puc. 3 npuBeneH ¢a3osblii
MOPTPET TOYEYHOMN CHCTEMBI, TAC MPH Pa3HbIX Ha-
YajibHbIX YCJIOBHAX MOTYT PEaIM30BATLCA TPHU CO-
CTOsiHUA. B 3aBUCHMOCTH OT HavYasbHBIX 3HaYCHHH
hy n 1 npu oaHOM M TOM Xe HaGope napaMeTpoB
MOTYT CyLIECTBOBATb 3aTyXaiollie W HEe3aTyXa-
e Kosie6aHus MOTeHIHaIa M KOHICHTPAIMHU IIPOo-
TOHOB, YTO COOTBETCTBYET 3KCIEPHUMEHTAJIbHBIM
manHbIM [9,10].

ABTOpn! pabort [19,20] sxcnepuMeHTAIBLHO TIO-
Ka3aJy, YTO MPH TUIepHoNspHU3aliid MOTEeHIMaNa
ToK 4depes ATda3y ysBemuuuBacrcs, a NpU ACHO-
JIApHM3aliUd yMEHblaeTca. B Haweit Moaenu uc-
cleaoBaniach Takas 3aBucuMmocTb. Ha puc. 4 npu-
BeAeH (a3oBblil NMOPTPET CUCTEMbl 3aBUCHMOCTH
notoka yepes ATdazy or mMeMOpaHHOrO MOTeH-
nuana. BumHo, 4To MpH yBENHYEHHH NOTOKA YEpe3
AT®a3y, J,1p, NOoTeHUMAD Ha MeMOpaHe ¢ Mo-
HWXKAETCsA, T.6. MPOHCXOAUT THUNEPHOIApU3AIMS

BUODPHU3UKA Tom 50 BeIn.3 2005
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TpaHCMeMOPaHHOr O MOTeHIMana, 1 Ha060poT, IIPH
yMeHbIIEHHH noToka depes ATda3y noTeHuMan
Ha MeMOpaHe pacTeT.

Jamee Obla HecenoBaHa cucTeMa (6) ¢ y4eToM
muddysun. B pesynbTare NHHEHOrO aHanM3a Obl-
JH TIOJTy4€HbI TIApaMETPhI, IPH KOTOPBIX B CHCTEME
BO3HHKaeT ThIOpHHroBcKas HeycToW4yuBocTh. Haii-
ACHHbIE MapaMeTPhbl UCMONIL30BAJIUCH I YHUCIIEH-
HOro cuera. PemeHne cucrembr aubdepeHnnans-
HbIX YpaBHEHH# B 4YaCTHBIX NMPOM3BOIHBIX MPOBO-
IAIOCh C MTOMOILUBIO NMPOrpaMMbl, pa3paboTaHHOM
B [30]. B kauecTBe HayaJbHbIX YCIOBUH TNPHHH-
MaJINCh MaJible OTKIOHEHHUS OT CTAllMOHAPHBIX 3Ha-
yeHuif. B uMCIeHHOM HcclenoBaHuu ObUIO MOKa-
3aHO, YTO IIPH HEKOTOPOM KPHTHYECKOM 3HA4YEHHH
napameTpa h; B CHCTEME BO3HMKAIOT JUCCHIIATHB-
Hble€ CTPYKTYPBI, COOTBETCTBYIOIIHE 30HaM C pas-
MMuHBIM 3HaueHueM pH B peanbHOM cucreme (pHC.
5a,6). Ilpu yMeHbILIEHMM napaMerpa h; (4To CO-
OTBETCTBYET YBEJIMYEHHIO HWHTEHCHBHOCTH CBETa)
aMIUIMTYZa CTPYKTYP pacreT. DTOT pe3yibTaT Co-
TTTACYIOTCS C SKCTIEPUMEHTAIbHBIMM JaHHbIMU [16].
Takum 06pa3om, MOZENb ONMHUChIBaeT Kak kojeba-
TENIbHBIE PEXHUMBI, TaK U BO3HHUKHOBEHHE MpPO-
CTPaHCTBEHHOH HEOTHOPOAHOCTH, OOHapyXKEeHHbIE
B 3KkcnepuMeHTax [7-10,29].

OBCYXIEHHUE

IlocTpoeHHas MOJENb OMMCBbIBAET KONeOaHHUsA
pH u noteHumana u o6pazoBaHue 30H C pa3IHUHON
BemMuHHOX pH # moTeHuMana BIOIb MeMOpaHbI
Kierok cemeiicrsa Bogopocneit Characea. B otnu-
4Me OT APYIMX MOJENei, rie OMHChIBAIOTCA MO0
TOJIKO HOHHBIE NOTOKHU [14,16], mubo ToNbkO M3-
MEHeHHe TpaHcMeMOpaHHOro mnorteHiuana [13], B
JaHHOM MOJENM OIMCBhIBACTCA NOTEHLUATIO3aBUCH-
MBIl IepeHOC MOHOB 4epe3 KIIETOYHYI0 MeMOpaHy,
OCHOBAaHHbI Ha KOHKPETHOH KHHETHKe paboThbl
AT®azei. Mozaens Mo3BONAET CAENATh HEKOTOPHIC
NPEANONIOKEHUS O MEXaHU3Max B3aUMOACHCTBUSA
NpoTOHHOrO mepeHoca 4epes ATdaszy u kaHambl
¢ MeMOpaHHBIM MOTEHIMAIOM (pHUC. 6) U OLIEHUTD
MX BKIAJ B BOSHMKHOBEHHME HEOIHOPOMHOIO pac-
npeneneHns U KoimebaHui TpaHCMEMOPaHHOTO II0-
TeHMana ¥ pH BOmM3n MeMOpaHbI KIIETKH BOXO-
POCIH.

Kak u3BecTHO, B pesyinbTaTe npoueccoB ¢o-
TOCHHTE3a TNPOMCXOAUT HAKOIUIEHHE IPOTOHOB
BHYTpH xJjtoporactoB [31]. BeaeacTBue aToro Mo-
XKeT TPOMCXONMTh 3allela4YMBaHUE LMTOIMIAa3MbI
[28], xoTOpOE MPHUBOAMT K MepexoAy MPOTOHHBIX
KaHAJIOB LMTOIIa3MaTH4YecKoi# MeMOpaHbI B OT-
KPBITOE COCTOSIHME M, KaK CICACTBHE, K yBEIUYe-
HHIO NMOTOKa MPOTOHOB 4Yepe3 KaHambi [32]. VBe-
JMYEHHE MAacCCHBHOrO MNMOTOKA IPOTOHOB BHYTPb
KIETKH BBI3bIBACT JEMOJAPU3ALMIO MeMOpaHbl U
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9.0

IIpodums pH

8.5

8.0 0 10 20 30 40 50

PaccTtosHue BIOJIb KJIETKH, MM

i 1 4 1

0.00 0.17 033 050 0.67

Puc. 5. (a) - IIpoduns pH Bmons kieTku Bomopociu
Chara corallina. JxcnepuMeHTabHbIE AaHHBIE [16].
(6) — INpodums pH u noreHumMana BIONL KJIETKH BO-
nopocii Chara corallina, mony4eHHbIH Ha MOICIH.
INapamerpnr cucremer: z = 0,65, n = 0,9, ¢ = 0,001,
y = 0,01, g = 0,035, yo = -1,301, h; = 0,67, D, =
1,44-10-3, D, = 3,610

YBEIMYEHHE KOHLIEHTPAallUH IPOTOHOB BHYTPH
KJIETKH. DTO, B CBOIO OYepeb, BEAET K YBEIIMIECHUIO
oToKa mpoToHoB 4Yepe3 AT®a3y, uro, Hao60poT,
CONPOBOXIAEeTCA MOHWKEHHEM MeMOpaHHOrO Mo-
TeHIHana (runeprnonspusauvs). ITotox dyepes
ATd®da3y npuBOAUT K NOBBILEHHIO KOHLIEHTPALUH
MIPOTOHOB CHAapyXH KIETKH, KOTOPOE€ BLI3LIBACT
€¢ MHrMOHpOBaHME M aKTHBALMIO MPOTOHHBIX Ka-
HaJoOB, U HUKJ noptopsaerca (puc. 6). Taxum o6-
pa3oM, CBETOBOH CHIHAaj BbI3BIBACT AKTHBALVIO
MIPOTOHHBIX KAaHAJIOB, YTO B JAalibHEiIlieM NpPUBO-
T Kk akTuBauuu ATd®azel. Janee nponecchl ak-
TUBHOrO M NMAacCHBHOIO TPAHCHOPTA B3aUMHO YCH-
JMBAIOT IPYr IOpyra, T. €. MEXIY HUMH BO3HHKaeT
MOJIOXKHUTENbHAas oOpaTHas CBA3b, H B CHCTEME pea-
JIM3YIOTCA KONeGaHMA NOTeHUHana W TNPOTOHOB.
3a cyer pa3sHOHAIPAaBJICHHBIX MPOTOHHBIX TOTOKOB
yepe3 kaHambl 1 ATda3zy MOryr BO3HHKAThb JIO-
KaJIbHbIe YYAaCTKH 3aKHMCIICHHA U 3allielavydBaHud,
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BHeutHss cpena

IToToku
OCTaJIbHBIX HOHOB

Tunakoun

TUTF'OCHUHA u np.

Xnoponnact

Puc. 6. BoamoxHas cxeMa npolieccoB B6M3H MeMOpaHb! KIETKH Boopoci Chara coralling. TIYHKTHDHBIMH CTPETTKaMB
0603HaueHa peryIflus NPOLIECCOB, @, — MeMOpaHHbIH noTeHMan (MaciuTabul He cobmonensl). I — CBeT HHMLHMHDYET
npouecchl $orocuHTesa, pH THmakompma noxuxkaercsa, pH xnoponnacta nosenuaercs. 2 — Ilossiuenne pH BHyTDH
XJIOPOILTACTOB HHHLIMHMPYET NMOTOK MPOTOHOB M3 LIMTOIA3Mel B XJopomacTel. 3 — IToTok IPOTOHOB M3 I1MTOILIA3MBI
B XJIOPOILIACTbI IIPUBOJHUT K NOBBILECHNIO PH IMTOMIa3Mb! 1 Jenonspu3aunu MeMOpaHHOro MoTeHUMana. 4 — AKTUBaUHA
NMPOTOHHBIX KAHAJIOB LIUTOTUIa3MaTHYECKOH MeMOpaHbl. J — YBenuueHHE NMOTOKA NPOTOHOB 4epe3 KaHATLI MPHUBOIMT
K TMOHMXEHHI0O pH LMTOIIIA3Mbl M IENOJIAPH3ALMH MeMOpaHHOTO MOTeHUHANa. 6 — AxkTuBauus npoToHHOH AT®a3bL
7 — YBem4eHHe NOTOKa MPOTOHOB yepes ATda3y npHBOAUT K noHMXkeHUIO PH cHapyXH KxieTku ¥ runepnospusaluu
MeMOpaHHOro MOTeHuMana, 8 — AKTHBallMs NMPOTOHHBIX kavanoB. Iukn nosropsercs (co cramuu S).

KOTOpBIE Pa3IHYaloTCA MO BEIMYMHE TPAHCMEM-
6paHHOro NoTeHIMasia B npuMeMbpaHHoit o6nacTn
CHapyXu KJeTkd. Ycroiuusblie pH 30HBI 06pa3y-
I0TCA 3a cyer pasmuums B koddduimentax mud-
¢y3un nportoHoB (D,) u noreHuuana (D,) MexmIy
S3TUMH Y4YacCTKaMH.

IMotenumnanmosapucumble AT®a3el U KaHaibI
CYLLECTBYIOT Ha MeMOpaHax pa3HbIX TUIIOB KJIETOK,
MO3TOMY MOJXXHO INpPEANOJIOXUTb, YTO NOTEHUMA-
JI03aBUCHMOE M3MeHeHue pH sBisAercs omHuUM M3
OCHOBHBIX PEryIATOpOB HEMMHEHHOM NPOCTPAHCT-
BEHHO-BPEMEHHON IWHAMMKM B IpHMeMOpaHHOM
obnact. '

Bonee crporuil yueT n3aMeHEeHUH KOHLIEHTPALHK
HOPOTOHOB BHYTPH KJIETKH MO3BOJIUT B HaJIbHEHIIEM
CBA3aTh OMMCAHHble HEJIMHENHbIE NpOLEcCHl Ha
MeMOpaHe ¢ BHYTPHKIIETOYHBIM METaboM3MOM.

- Asptophl Omaromapar A.A. DBymbiueBa, A.A.
Yepkammna, A.A. Ilonexaesa u A.M. Jlo6anosa
3a nonesHbie obcyxaeHus, a takxe T.K. Crapo-
XUIOBY 33 NPEAOCTABJICHHYIO IPOTPaMMY IS Bbl-
YHCIUTENbHBIX IKCIIEPUMEHTOB.

Pa6ora BrmojHena npu ¢uHaHCOBOH mOA-
nepxxe Poccmitickoro ¢oHma ¢yHmaMeHTaNbHBIX
uccraenoBanui, rpant Ne 03-04-04000.
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Modelling of Pattern Formation and Oscillations in pH and
Transmembrane Potential Near the Cell Membrane of Chara corallina
T.Yu. Plyusnina, A.l. Lavrova, G.Yu. Riznichenko, and A.B. Rubin

Department of Biophysics, Biological Faculty, Lomonosov Moscow State University,
Vorob’evy Gory, Moscow, 119899 Russia

A mathematical model of potencial-dependent proton transfer across the membrane of Chara
corallina cells is considered. To construct the model, partial differential equations describing the
system dynamics in time and in space were used. The variables of the model are the proton
concentration and membrane potential. The model describes the experimentally observed inhomo-
geneous distribution of transmembrane potential and pH along the membrane and oscillations of
the potential and pH in time. A mechanism of the distribution of pH and membrane potential

along the Chara corallina cell is suggested.

Key words. cell membrane, proton ATPase, proton channels, membrane potential
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