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H3BecTHo, uTO NpH OcBelieHUMH KieTkH Bogopocin Chara corallina 86nn3n MeMmOpaHbl BO3HHMKAIOT
Y4YacTKH, HeOAHOpOIHble no BenuunHe pH. DkcnepumeHTanbHO NOKa3aHO, YTO B ONpPEHENEHHOM
IMana3oHe OCBELEHHOCTH OJHOM W TOH Xe BenM4UHHE MHTEHCHBHOCTH CBETA MOTYT COOTBETCTBOBATDH
JBa COCTOAHMSA B pacnpeleneHun pH: NOJHOCTbIO TOMOrEHHOE COCTOSHWE W MONHOCTBIO CHOpMH-
poBaHHble CTPYKTYpbi. Ilepexon k cocTosHMIO ¢ Bbicokoi ammautyao#i nukos pH npoucxomut npu
6oMbLIEM 3HAYCHUHW WHTEHCHBHOCTH CBETA, YEM MNEPEXO] K TOMOTEHHOMY COCTOSHHIO, T.€. B CHCTEME
Habnogaercs rucrepesuc. JlaHHoe ABJeHHWE WCCIENOBAHO C MOMOLLBIO MaTeMaTHYeCKOH MOJenH.
O6cyxaaercs BO3MOXHbIH MeXaHM3M BO3HHUKHOBEHHS TUCTepe3uca.

Kniouegvie cnosa: cmpykmyput ¢ pacnpedenenuem pH, zucmepesuc, xremounas membpana, npomoumbiii

mpancnopm, memOparnbili nomeryuan.

B 6MONIOrHYECKUX CUCTEMAX SABIIEHUS TUCTEpe-
34ca pacnpoOCTPaHEHbl AOCTATOYHO wWMpoko [1].
H3BecTHO, YTO TpUITEPHLIE CBOMCTBa (epmeHTa-
TUBHbIX CHCTEM WIPAIOT BaXHYIO0 POJb B DEryJiu-
POBaHMM BHYTPHKJIETOYHBIX TPOLECCOB METabo-
nu3Ma [2], B npoueccax kneroyHoit ampdeperuna-
UMM [3], NpU U3MEHEHUH CKOPOCTH PacMpOCTpaHe-
HUSi HEPBHOTO MMMynbca [4].

Jns TMraHTCcKUX KneTok Boaopocnu Chara co-
rallina noka3aHO, YTO NPH OCBEUIEHWH KJIETKH
BAOJIb €€ .MOBEPXHOCTH MOFYT BO3HHUKATbL 30HBI,
oTJIMYaouecs 3HayeHnsaimMu pH u TpaHcmeMbpan-
Horo noreHuuana. Ilpu ocBewieHHH 3HayeHue pH
B «ILENOYHOH» 30HE yBeNnWuuBaerca Jo 9,5 — 10
OT ucxoaHoro yposHa pH 7 — 8 B TemHoTe, TOrAa
KaK B «KHCJOW» 30He 3Hauc¢HHe pH yMmeHbluaercs
1o 6 — 6,5. Takum ob6pa3oM, pa3HHLIA B 3HAYCHHSAX
pH nosHocThIO CPOPMUPOBAHHBIX 30H MOXeET J0C-
Tdrath 2,5 — 3 eannuu. B pabortax [5,6] Obina
MCClle0BaHa 3aBUCHMOCTD BENIMYMHBI TaKUX chop-
MHMPOBaHHbIX CTPYKTYP pH OT HHTEHCHMBHOCTH noO-
CTOSAHHOIO OcBelleHHs. B obnactu 3HaYeHWit WH-
TeHcuBHOCTel oT 1 mo 100 Bt/M? usMenenne oc-
BEILIEHHOCTH CKa3bIBa€TC B OCHOBHOM Ha 4HCle
LIETOYHbIX M KUCABIX 30H, HO cjabo BauseT Ha
nepenajpl pH Mexay 3TuMu 3oHamu. OgHako cam
xapakrtep ¢opmupoBaHus pH 30H MeHsercs npu
OCBELLICHHH CBETOM C HMHTEHCHUBHOCTbIO ~1 Bt/M2
u Huxe. IIpy 0JHOM M TOM Xe 3HAYEHHMH HUHTEH-
CHMBHOCTH CBETa MOXET pealiu30BaTbCA KaK roMo-

reHHoe pacnpeacneiue pH, tak u pH 30HbI B
3aBUCMMOCTU OT TOTO, YBEIMYMBAETCA HHTEHCHUB-
HOCTb CBETa B JKCIIEPUMEHTE MJIM yMEHbLIAeTcH,
T.€. B cucTeMe Habmonaerca rucrepesuc. Habnro-
OCHUS ABYX ycToH4MBbIX npoduneii pH npu oamoi
M TOWH >X€ MHTEHCUBHOCTH CBETA B 3aBMCHMOCTH
OT pEXHMMA U3MEHECHHUS OCBEUIEHHOCTH B ONbITax
Ha OTHEJbHBIX KJETKaX ObUIM OONONHEHbI OObe-
JUHEHHbIMU JaHHbIMM, MOJYYEHHbIMH Ha Pa3HbIX
KJIETKaX.

" Panee [7] Hamu Obina paspaboraHa Mojenb
NOTEHLUUANI03aBUCUMOr0 NEPEeHOCa MPOTOHOB Yepes

- MeMOpaHy, onuceiBaolas o6pa3oBaHue 30H pH

B npuMemOpaHHOi obnactu knetku Chara co-
rallina. Uenvio paHHo#i paboTbl ABJsSETCA HCCle-
JOBaHWE € MOMOUILIO MOJAENH 3KCIIEPUMEHTANbHO
0oOHapyXEHHOro fABJIeHHS TUcTepe3uca. OOcyxaa-
€TCS BO3MOXHbI ME€XaHW3M BO3HMKHOBEHHMA THUC-
Tepe3uca B CMCTEME C YYE€TOM APOCTPAHCTBEHHBIX
B3auMoOeHCTBUH.

OKCIIEPUMEHT

Jns u3yueHus sBneHUs rucrepesrca Obisa Bbi-
MOJIHEHA CEpUA IKCMEPUMEHTOB. Meroauka npo-
BEACHUA 3KCMEPUMEHTA OmnucaHa B pabortax [35,6].
IIpodpunu pH BAOAL MOBEPXHOCTH KIIETKH H3Me-
PAJIM C MOMOWIBIO CypbMsAHbIX pH-3nmekTpoaos u
CKaHUPYIOLLETO MUKPOCKOMHOro cronuka. Ans oc-
BELLEHHUS KJIETOK HMCMOJb30BAIM AMANpOEKTOp ¢
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MOJAEJTMPOBAHUE TUCTEPE3UCA

rajloreHHOi namnoi HakanuBaHug., Maxkcumanb-
Has WHTEHCUMBHOCTb CBeTa cocTaBisana 100 Br/m2,
LA OocnabneHUs MHTEHCUMBHOCTH HCMOJb30BAIH
HeilTpanbHble CBETOOUILTPLL. DKCNEPUMEHT ApO-
BoAMIM cneayowmM obpasom. Tlepen Havanom
onbiTa KJETKY aJanTUPOBaIM K TEMHOTE 1 AOC-
THKEHHS OAHOPOAHOro pacnpeaesieHus pH, a 3a-
TEM MOC/IEAOBATENLHO BbIIEPKUBAIM NPH UHTEH-
cuBHocTax ceera 0,24; 0,5; 1,78 u 0,5 Br/M2, kak
NoKa3aHO Ha AWarpamMme AJi8 OJHOro W3 OMNbITOB

(puc. la).

ITpu uHTEeHCUBHOCTH cBeTa, paBHo# 0,24 u 0,5
BT1/M2, Habn10aan0Ch TOMOTEHHOE pacnpesesieHte
pH (puc. 16, xpuBas ). Ilpy HHTeHCUBHOCTH
cBera, pasHoii 1,78 B1/M2, Bo3HMKaNl YCTOHYMBBIH
npo¢uib ¢ WETOYHBIMKH U KHCIIBIMU 30HAMH (puc.
16, kpuBas 2). I1oBbllieHHE MHTEHCHBHOCTH MNpO-
BoAWIOCh yepe3 Kaxawie 30 MuHyT. IIpu MHTeH-
CMBHOCTH CBE€Ta, paBHoil 1,78 B1/M2, amniutyga
CTPYKTYp Aocturaetr makcumyma. [locne nonyue-
HUS YCTOHYMBOTO MPOQHIS CTPYKTYP MHTEHCHB-
HOCTb CBETa CTyNeHuYaTo noHwxanu no 0,5 Br/m2
yepe3 Kaxabie 30 MHHYT, NpH 3TOM aMIIMTYyaa
CTPYKTYp He u3MeHanach {(puc. 16, kpumas 2).
Takum o6pa3oM, OHOM W TOM K€ HHTEHCUBHOCTH
ceera 0,5 B1/M2 COOTBETCTBOBANM [IBAa THMA pac-
npeaenedus pH: roMoreHHoe U yCTOM4MBbIA Npo-
¢unb pH ¢ aMninTy10# nukoB, paBHO# 2,5 eaAMHUL
pH. AHanorvuyHble pesynbTaThi MOJYYEHb M BO
BTOPOM LMKJIE W3MEHEHWS WHTEHCUBHOCTH, B KO-
TOPOM HauOOJNblUas WHTEHCHMBHOCTL COCTaBNsAjIaA
1,2 Br/m2.

~PaznuyHoe BIMAHHE W3MEHEHHMsS YCIOBHUH OcC-
BELICHHOCTH Ha XapakTtep ¢popmHpoBaHus 30H pH
HarASOHO BbISABIAETCA NPU aHAIHW3€ COBOKYMHOCTH
JaHHbIX, MOAYYEHHbIX Ha pa3HblX kjeTtkax. I[lo-
CKOJIbKY aMINVIMTYJa LUEIOYHbIX NMUKOB Ha pasHbIX
KJIETKax pa3nuyaercs, Obina MpoBeAeHa HOPMH-
poBka casuroB pH. [Ins xaxaoW KieTku omnpene-
JIAIM CpefiHee 3HaueHHue nepenaga pH Mexay kuc-
JILIMH ¥ LLETOYHBIMM 30HAMH B MHTEPBAJIE MHTEH-
cusHocTel 10 — 100 B1/M2 ' npuHuManu ero 3a
eauHully. COBOKYIHbIE 3KCMEPUMEHTAJIbHbIE pe-
3yNbTaThi, NOJY4YEHHblE NPU TaKOW HOPMHMPOBKE,
npeacTasjieHbl Ha puc. 4a. BuaHo, 4To npu no-
HHXKEHUH MHTEHCHMBHOCTH CBETa LUEIOYHOW MUK
(mocnefiHUH M3 HECKOJbKMX MNWKOB. B UCXOIHOM
npo¢uiie) 3a4acTyl0 COXpaHsAETCA NPU OYEHb HU3-
KHMX MHTeHCHBHOCTSX (mo 0,1 — 0,01 B1/M2), Toraa
Kak NpU MNOBBLILIEHUM OCBELIEHHOCTH nuk¥ pH
BO3HHKAIOT NPH MHTCHCHBHOCTH CBETa HE MeEHee
1 Br/M2. TTonyueHHble AaHHBIE CBUIETENbCTBYIOT
O HaJIMYHMH THCTEpe3uca.

MOJEJb

Jns vccrelOBaHUS SBJIEHUS THCTEPE3NUCA Mbl
HCMONB30OBAIM  MOJENDb - [OTEHLIMAIO3aBHCHMOT O
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Puc. 1. IMospnenne GuctabunbHbiX cocTosunil (rucre-
pe3ucHbIX nepexonos) mis npodums pH y knerox
Chara corallina. Jxcnepument. (a) — JnarpamMma us-
MEHEHHS WHTEHCHBHOCTH NEHCTBYIOWIErO CBETa B nep-
BOM LIHKJIE OHOTO K3 onbITOB. [lepen Hauanom onvita
KNETKYy ajanTHpoOBalW K TEMHOTE, a 3aTeM nocfeno-
BaTENbHO BbLICPKHBAJIW NPH HWHTEHCHBHOCTAX CBETa
0,24; 0,5; 1,78 u 0,5 B1/M2, xaKk Moka3aHO Ha AOHa-
rpamme. CTpeikaMH OTMEUEHbl MOMEHTbI M3MEpEHHS
npomoJbHbIX npoduneii pH, npeacrasneHHbIX Ha pHC.
16. (6) — Mpodnnn pH 1 n 2 u3MepeHbl Ha cTaausx
CTYNEHYaTOr0 NOBbIILEHHS H MOHWXKXEHHUS HHTEHCUBHO-
CTH AeMCTBYIOLIEr0o CBETa, KaK MOKa3aHo Ha puc. la.
Tlpu MHTEHCHBHOCTM cBeTa, paBHoii 1,78 Br/m2, Bo3-
HHMKand yCTOWuYMBbLIA npoduab C LIENOYHBIMM H KHC-
JbiMK 30HaMHU. | — uepe3 30 MMH nocie MOBbILIEHHS
MHTEHCHBHOCTH OT 0,24 510 0,5 B1/M2; 2 — uepes 30 MuH
MOCNe MOHUKEHHWS MHTeHcHBHocTH oT 1,78 po
0,5 B1/m2.

NPOTOHHOTO MEPEHOca 4Yepe3 Ma3MalieMMmy, pas-
paGoTaHHyo Hamu paHee [7]. JIns nNonyyeHUs KoH-
KPETHOTO BWAA MOTOKa NMPOTOHOB Obula MCMOJIb-
30BaHa KMHeTH4YecKas cxeMa paboTehl TpaHCNoOpT-
HOM CHCTEeMbl, BKIIIOHawolwed B cebd NOTOKM Ha-
PYyXy KieTkH yepes ATda3y, a Takke NOTOK Npo-
TOHOB yepe3 kaHanbl (puc. 2). CylecTByloT npej-
nosnoxenus, uro ATda3za U NpPOTOHHbIE KaHabl
CTPYKTYPHO CBf3aHbl MeXAy co0OH B €AuHYM
TpaHcnopTHyo cuctemy [8]. IToaToMy noToku ue-
pe3 ATda3y 1 kaHabl ObH 06beAMHEHB! B ONHOM
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Puc. 2. Kunetnueckaa cxema paboTbl TPaHCNOPTHOH cuctemsl. Qut — sHelnas cTopona MemOpans, In — BHyTpenuss

cTopoHa Mem6panbl, H;;, — KOHUEHTPALIHA NMPOTOHOB B uMTonnasme, My, —

KOHUEHTPAUMA NPOTOHOB. BONU3H BHELLHET

cropoHbl MemOpanbl. E;, Ey, Ej, E, Es, Eg — xondopMaLHOHHBIC COCTORHHA Tpaﬂcnopmou cicrembl. k¥, k0¥,
k9e¥ — noTeHUMANOIZBHCHMBIC KOHCTAHTHI nepeuoca NpoTOHa qepes Memﬁpauy

KHHeTHUecko# cxeMe (puc. 2). YtoObl MmOAy4YMTHL
BbIP@XEHHE IS M3MEHEHHS KOHUEHTPauuu mnpo-
TOHOB CHAPYXH KTMETKU, npuMeHunu Merol KuH-
ra-Anmbtmana (Merox rpados). B xoae BbiBOAa
6biN0 cHEIAHO JOMYLIEHUE O TOM, YTO MPOLIECCHI
nepeHoca MPOTOHOB € OAHOH CTOPOHbI MeMOpPaHbI
Ha Apyry1o (Ej <> E, 'E¢~+E; puc. 1) npoucxoast
ropasfo MEAICHHCE NO CPaBHCHUIO € NPpoUCCCaMH
NPHCOEIMHEHNA W OTIUCIIEHHS NPOTOHOB () «
E3: E3 > ES, Ez had E4; E4 o« Eﬁ; pHucC. l).
Mogens npepctasnser coboit cucremy nasyx
InddepeHUHANbHBIX YPAaBHEHHH B YacTHBIX Mpo-
u3BOAHBIX. TlepeMeHHBIMM MOZAENTH ABJAIOTCE KOH-
LUEHTPaLUs NPOTOHOB BONM3M BHEIIHEH CTOPOHbLI
MeMOpanbl (h) ¥ TpaHcmeMmOpaHHBIi noTeHuUMan

W)
oh _ he¥(l —n)
at 2gh+eX(1+ B)Hn+ 1)

?h (1)
ar?’

-yh+ D,

QHI_- : -.—he‘ﬂ’(lv— ni _
v 2gh+e(1 +h2n+ 1)

0
-g('lp _wﬁ) + D2’§..,

IepBoe ypaBHEHHME ONUCHIBAET HIMEHEHHE KOH-
LEHTPaLUMH NPOTOHOB BONM3H BHEWHEH CTOPOHLI
MemGOpdiel. Bropoe ypaBHeHHMe OMMCHIBAET M3Me-
HeHKWe TpchuemﬁpaHHoro NOTEeHUHANA,

he¥(l —n)
2qh +e¥(1 +hn+1)

HM3MeHEHHE KOHLIEHTPaUMM MNPOTOHOB 3a CYET pa-

Bblpa)KCHHe OMnMMCHIBACT

GoTbl TpaHCNOPTHO#H cucTeMbl. Jins onucanus 06- -~

LIETO. M3MEHEHHS KOHUEHTPALMH NPOTOHOB CHa-
Pyx#u MeMODpaHbl KIETKY YUMTHIBAJIHCh TaKKE OT-
TOK MPOTOHOB U3 NpMMemMOpaHHOil obnacTu B cpe-
By Yh n ,uuq)tbywﬂ BAOJIbL MeMSpaHbl KJIETKM
cath
Yor’ '

Usmenenne TpaHcMeMOPAHHOTO MNOTEHUMana
APOUCXOANT 38 CHYET TOKA NPOTOHOB Yepe3 TPaHC-
MOPTHYIO CHCTEMY, NACCHBHOIO TOK2 YTe4KH gy —
Po) H pacnpeneneum' NoTeHUHana BAONAL mMeMOpa-

Hbi D2 YToObl mepeBecTH BhIPAXEHHE d
r

3 2°
NOTOKA MPOTOHOB YEPE3 TPAHCMOPTHYIO CHCTEMY
B €AMHULBI SNIEKTPHHECKOTO TOKA NOJNIyUEHHOE Bbi-
pakeHME yMHOXalM Ha KOHCTavTy Papajges F.

B Mozenu Gbiin Mcnonb30BaHbl Ge3pasmepHbie
nepeEMeEHHbIE:

o [yl
h= Ig"' — KOHUEHTpauus NPOTOHOB BOIM3M
1
T , Ltk lE]
BHewHel CTOPOHbI MeMOpanbl; T -——F - Bpe-
T o it l
MSI, r=7 - npompaucﬁaeuuan . KOOPAMHATA,

oF ;
Y= ZRT — TpaHcMmeMOpaHHbili noTenunan. Ilpu
k_,
3TOM Kl==-7€— MOJIb"M ™3
]
TPaUMA BCEX COCTOAHMI TPAHCTIOPTEPA, MOMbM %
L - pnuHa xnetku, M. Creayiomme napamerpbl
mojenu Obinu BLIDXKEHbI HEPE3 SNIEMCHTAPHBIE

; Ey — MOJIHaA KOHLeH-

 KOHCT2HTbi KMHETHYECKONH CXEMbl U SJICKTPH‘-ICCKHC

XapaKTEPUCTUKH MeMOpaHbi:
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1 1+ h)2Kn k
n s.}:;—h;:—l, q= T, K
ks o Hil gk,
"2y UK, 8T ChlEy
PK,

N S .S
Vo= kT V1 T TUJES V2T 2R ChE] "
KOHCTaHTH k;, Moab-c M3 u k_j, ¢!, xapakre-
PH3YIOT MPHUCOEIMHEHHE M OTILETIEHHE MPOTOHA;
KOHCTaHThl ky, ¢!, k;, ¢! — nepenoc npoTtoxa
yepes MeMOpaHy BO BHEIIHIOK CpEdy 3a CHeT
paGotl AT®a3bi; k_,, ¢! - MepeHoc NPOTOHOB B
KJETKy 4epe3 KaHajbl (pHC. 2); g — NPOBOAUMOCTD
naccuMBHbIX kaHanos, Om~''M~2; C — eMKOCTb MeM-
Gpanbl, MKD'M™2, p — auMAMETD KIETKH, M; ¢y —
NOTeHUMaN NOKOS Ha Nja3MaTvdeckoii MembpaHe,

Ky

D, D,

B; R; — conpoTusieHue uuronnasmol, Om-m. Sne-

MEHTapHbl€ KOHCTaHTbl NEPEHOCa MPOTOHOB C OA-
HO# CTOpPOHbLI MeMOpaHbl Ha ApYryio 3aBHCAT OT
TpancmeMOpaHHoOro notexsunana [9}:

Fo Fo
ko= k‘_’zexp( - W)’ k, = k‘2’exp(2 R T) H

ky= kgexp(m%).

B xauectBe HauyanbHbLIX yCoBHH Gpanuch cTa-
HUOHApHbIE 3HAYeHUA MeMOpaHHOro ROTeHUMana
M KOHUCHTPaUHH NPOTOHOB B NpumMeMOpaHHHOW
obnactu xnerku: h = 9,1, ¢ = - 4,18. B kauectBe
TPaHHYHbBIX YCJIOBUH NPHHUMAETCA OTCYTCTBHE NO-
Toka H* W rpaameHra noteHuMana Ha Topuax
KNIETKH:

oh oh ay My
'5;(0,1) = ;(l 91:) =0, _67(031:) = ;(1,17) =0.

PE3VYJIbTATbI MOJIEJIMPOBAHUA

3apucumoctd pH uMTOIIA3MbI OT HHTEHCHBHO-
cre csera. HM3BecTtHo [10], 4TO npu BKIOYEHHH
ceeta pH uuTonnasmbl yBENIMUUBAETCA, @ KOHLEH-
Tpauxs NPOTOHOB B LIUTOIUTa3ME€ COOTBETCTBEHHO
yMeHbliaercs. [ns npoBefeHUs YMUCIEHHbIX 3KC-
NEPUMEHTOB MbI BBEIM (QEHOMEHONOTHYECKYIO 3a-
BUCHMMOCTb KOHUEHTPALUHU TIPOTOHOB B LIUTOMNJA3-
Me h; OT WHTEHCHMBHOCTH cBeTa - [. Ml npeanono-
WMIIM, YTO TaKas 3aBHCUMOCTb ABJSETCA 3KCMO-

HeHUManbHOH U umeeT BuA: h, = hle!, rae I =7

. . 0
hf.’ — KOHLEHTpauus NMPOTOHOB B LMTOMIAa3ME B
TEMHOTE, h? = 6,98. 7 — BenMYMHA WHTEHCUBHOCTH
cBeTa, KOTOpas B 3KCMEPUMEHTE MeHanack oT 0
Jo 1,78 Br/m2. Iy — HachILAOWaA MHTEHCUBHOCTD
cBeTa, BbiOpaHHas M3 AWANa3’oHa MHTEHCHBHOCTEH
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B koTopoM amnautyiaa pH cTpykTyp He MeHsercs
[6]). 3Hauenne I, = 40 B1/M? BhiGupanocs TakuMm
obpa3oMm, 4yToObl pH uUMTOMIa3Mbl B MOZAENH Me-
HSJIaCh B 3KCMEPUMEHTANIbHO M3MEPAEMbIX Npene-
nax ot 6,9 no 7,4 [10].

Yncaennwlii skcnepument. C NOMOLIBIO MOAENH
6bis1 BOCNIpOM3BeAcH 1abopaToPHBIi SKCNEPHMEHT.
YucneHHbIH 3KCNEPHUMEHT NMPOBOJMIICH € OMOLLBIO
nporpammbl TRAX, paspabotanHoii AN pewieHus
00bIKHOBEHHbIX AH((epeHUHANIbHBIX YPABHEHHH 1
NpOrpaMMbl, pelieHHs ypaBHEHHH B 4aCTHBIX NpPoO-
n3BoaHbIX [9]. Bbiny HCnonb30BaHbLI NapameTphbl,
npu Kotopbix HimeHeHue pH BOIM3H MemOpaHbl
B MOJEJM COBMAJaio ¢ 3KCNEPUMEHTaIbHO Habmo-
JaembiM u3MeHeHuem pH. JIns MoaenbHbIX 3kerie-
PHMEHTOB Mbl 6panu pala 3HauyeHHH MHTEHCHBHO-
ctu ceera (I = 0,006 — 0,04), cooTBeTCTBYIOLMIA
3Ha4YEeHMAM MHTEHCUBHOCTEH, HCMONB3YEMbIX B Ja-
6opatopHom 3xcnepumente (I = 0,24 — 1,78 B1/m?),
npu 3toM pH uuTONNaszMbi B MOAENIH MEHANOCHh
ot 6,9 no 7,4. B nanHoM HHTepBajie 3HAYCHHMH
WHTEHCUBHOCTH B TOYEYHOW CHUCTEME CYLUECTBYET
TOILKO OJAHO YCTOHYHMBOE CTALMOHAPHOE COCTOA-
Hue (ycroiuuBbiii GOKyC).

B pesynbtaTe AMHeHHOro aHanusa ObulM no-
Jy4eHbl MapaMeTpbl CMCTEMBbI, NPH KOTOPbIX B
pacapeaesieHHON CUCTEME BO3HHMKAST HEYCTOHYM-
BOCTb. Bbii0 HalAeHO KPHMTHUYECKOE 3HAYEHHE HH-
TEHCUBHOCTH CBETA pr = 0,025, np¥ KOTOpPOM B
CHCTEME BO3HHUKAIOT CTPYKTYpbi (30oHBl pH u no-
TeHuMana). OHo cocraBnser kp = 1,6 Br/m2.

B uncieHHOM 3KcnepUMeHTe Oblia HUCCile0Ba-
Ha JWHAMWKa BO3HUKHOBEHUS CTPYKTYpP B 3aBH-
CUMOCTH OT M3MEHEHUS HHTEHCUBHOCTH CBeTa. Bbi-
10 oBOHapyXeHO, YTO BPEMS YCTaHOBJICHHS CTPYK-
Typ 3aBMCUT OT OGnu3ocTd mapamerpa [ k nopo-
rOBOMY 3HaueHH0 [, BGansu I, Bpems, TpeGye-
MO€ 1S YCTAHOBJICHHA HEOAHOPOAHOTO CTaUHO-
HapHoro npoduna pH W nortenumana t ~ 200.
Ilpu ynanesuu napameTpa MHTEHCHMBHOCTH OT I,
BpEMSA POCTa CTPYKTYP CHIbHO YMEHbLUAETC M

COCTaBJIET T ~ 5.

Jns BocnpousBeneHus nabopaTOPHOIo 3Kcne-
PUMEHTa, TAC MHTEHCUBHOCTL CBETA HM3MEHMIACh
4Yepe3 Kaxabie 30 MMUHYT, B YWMCIICHHOM 3KCNEpH-
MEHTE NapaMeTp MHTEHCUBHOCTH TaKXE MEHSIIH
Yyepe3 onpelesieHHbId UHTepBaJ BpeMeHH T = 40.
B pasMmepHOM BuAe 3TOT HHTepBajn paBeH ~30
MHH. B uncneHHoM cuere Obino OOHapyXeHO, 4TO
fIpU YBEHYEHWH NNApaMETPa UHTEHCHBHOCTH B CHC-
TeMe BO3HUKAKOT PH-CTPYKTYpbi NpU 3HAYEHHH
MHTEHCHBHOCTH cBeTa 6oJbiie noporosoro I; =
0,04 (7, = 1,78 B1/m?) (puc. 3a). [Ipu nanbueiiuem
YBEAUUCHHH 3HAUYCHUS HHTCHCHUBHOCTH HX AMIUIH-

9*
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Puc. 3. PeaynpTaThl YUCICHHOrO 3KcnepumeHTa. (a) — PoCcT CTPYKTYp npH MOpPOroBOM 3HAUEHMH MHTEHCHBHOCTHM CBeTa
I, = 0,04. (6) - YMcHblICHHE aMIUIMTYAbl CTPYKTYP NpPY 3HAYEHHH HHTEHCUBHOCTH Huxe noporosoro [, = 0,006.

Mapamerpur cucremsr: A = 6,98, z =1, y = 0,025, g = 0,08, gy = -1,335.

TyJa OCTaeTcs NOCTOAHHOM. IIpy yMeHbuleHuu na-
paMeTpa HHTECHCHMBHOCTU 4epe3 TOT e WHTEpBaj
BPEMEHH. CTPYKTYPbl MCUE3AIOT NMpPM 3HAYEHHUH HH-

TEHCHBHOCTH, HMXE¢ NOPOroBOro 3HAYCHUA 12 =

0,006 (T2 = 0,24 B1/mM?) (puc. 36). Takum o6pasom,

B MOJENbHOW cucTteMe HabmopaeTcs THcTEpe3uc B
u3MeHeHud pH, xak 3TO ObIIO ¥ B IKCMIEPHMEHTE.
Kax ykasbiBanoch Beillie, A OOBEAUHEHHA 3KC-
'TIEPUMEHTAJIbHBIX JaHHbIX, OJYYEHHbIX Ha Pa3HbIX
KJIeTKax, OblUIa MpoBeAeHa HOPMHPOBKA CIBMIOB
pH. IlosTtoMy nns comoOCTaBiCHHSA pe3ylbTaToB
YHCIICHHOTO CYETa C JKCMEPUMEHTANIbHBIMU JaH-
HbIMH (puc. 4a) ammnutryia pH crpykTyp Obina
BbIpax€Ha B OTHOCHTEIbHBIX eaWHULax (puc. 46).
Benuuuna ammuutyapl pH cTpykTyp, moiydeHHas

B UHCJIEHHOM cueTe, Oblla HOPMHPOBaHa Ha Mak-
cuManbHyio ammnutyny pH cTpykTyp.

HHTtepBansl napamMeTpoB MOAENH VIS YMCIIEH-
HOro cuera ObLnM oOlieHeHbl. B cTatbe [7]. [ng
CPaBHEHUs FONYYEHHbIX PE3YNAbTATOB Ha MOAENH
C 9KCMEPUMEHTOM Mbl MepeBeniv Ge3pa3MepHbie fe-
peMeHHbIe B pa3MepHbiii BuA. Ilapamerpwl K| =
0,15107 momp'M3, k, = 33610° ¢!, K, =
8,484-104, K, = 0,996, n = 0912, ¢ = 0,0948,
g = 0,08, ¢, = -1,335 ( ~ -50 mMB) Obinu onpe-
Jie7IeHbl ¢ MOMOILUBIO MPOLEAYPbt MACHTUIHUKALMH
B pabore [7]. OctanbHble napaMeTpbl ObiJId B3SThbl
u3 aurepatypsl: £y = 510712 moms-M3 [11), p =
1 MM [8], g = 3,12 OmI'm2 [4], ¢, = -220 MB
[12]. ‘
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MOJAEJIMPOBAHUE TUCTEPE3HUCA

OBCYXJEHHE

OKCNEpUMEHTANIbHbIE PE3YJIbTaThl, TOKA3aHHbIC
Ha puc. 1, AEMOHCTPUPYIOT CyLIECTBOBAHHE ABYX
cocToaHUi B pacnpeaeneHun pH npu ozHol u
TOH € BeIMYMHE MHTEHCHBHOCTH cBeTa. Ilepexon
K COCTOSIHMIO C BBICOKOH aMmiauTyJoi nukos pH
MIPOKCXOANT NPH YBETIMYEHUH MHTEHCUBHOCTH CBRE-
T2, NepeXoJ K TOMOTEHHOMY COCTOSHHIO TPH
YMEHbIUEHHH MHTCHCUBHOCTH cBeTa (puc. 4a).

B yHCIIeHHBIX 3KCMEPHMEHTaxX Takxe Obino 06-
Hapy»XeHO, YTO NPH YBEIMYCHHHM Napamerpa HH-
TEHCHBHOCTH CBe€Ta BO3HHMKalOT pH cTpykTyphi
BAONb KJIETOMHON MeMOpaHbl, TOrja kak npH
YMEHbLUEHUW TnapaMmeTpa HHTEHCHBHOCTH CBeTa
DeaNn3yeTcd OBHOPOAHOE cocTOosHME (pUC. 40).

AHaNUTHYECKOE HCCIECAOBAHUE HA YCTOMYM-
BOCTb JIMHEApW3OBaHHOMN pacnpene/eHHONW CHUCTe-
Mbl JAaeT TOJIbKO OJHO KPHUTHYECKOE 3HAYCHHE HH-
TEHCHBHOCTH IKp (puc. 46), NpH KOTOPOM BO3HH-
- KalOT AMCCHNATHBHbIC CTPYKTYpLI. [ToaToMy B uuc-
JIEHHBIX 3KCNIEPUMEHTaX MOXHO ObL10 Obl OXKAATD,
YTO HE3aBUCHMO OT YBEIHYCHHSA MJIM YMEHbLICHUS
rnapaMeTpa MHTEHCHBHOCTH cBeta pPH cTpykTypbl
6yayT BO3HMKATh NPH OJHOM W TOM € 3HAYECHHH
uHTeHcHBHOCTH I, . ONHaKo B YMCICHHOM Cuerte
6bin0 HAlEHO ABA KPHTHYECKUX 3HAUEHHSA HHTEH-
CMBHOCTM cBeTa, [} > L, u I, < L, (puc. 46).
Ilpu 3Ha4YeHUAX MHTEHCMBHOCTHU I, M Bbille Ha-
6rmonanca pocr crpyxtyp pH. Ilpu 3nauenusx
HHTEHCHUBHOCTH [, ¥ HHXe HabnoAaloch UCYE3HO-
BeHue CTpYKTYp pH. A B UHTEpBane UHTEHCHBHO-
creit oT I, 1o I} B 3aBUCHMOCTH OT TOIO, YBEJIH-
YMBACTCA WIIM YMCHBLIAETCR BEIIMYMHA HHTECHCHUB-
HOCTH CBETA, peanu3yerca Jubo oaHOpOAHOEe pac-
npeaenendne pH, nu6o pH- cTpyKTYpHI.

MexaHu3M ONMMCAHHOTO SABJICHHUA. THCTEPE3NCA

B pacnpezaeneiny pH Moxer ObITh CBA3aH ¢ MHEP- -

LMOHHBIMH cBOMCTBaMH cHctembl. Jnsa ob6pa3opa-
HUg ycToHuYuBLIX pH 30H (AMCCHNATUBHBIX CTPYK-
Typ) HeoOXoauMoO onpeacneHHoe Bpems. CTpYKTY-
Pbl Ha4YMHAIOT PACTH NPH JOCTHXECHHH 3HAYCHUA
yNpaBisioliero napaMeTpa (MHTEHCHBHOCTH CBETA)

€ro KpUTHYECKOI BennyuHbl. YeM Giivke 3HaueHue

napaMmeTpa K KpUTHYECKOH BeJIHUMHE, TeM Ooublue
BpeMeHH TpeOyeTcs 1 YCTAHOBJCHHS CTPYKTYP.
B6nu3u Touxku 6Mdypxaumu BpeMsa pocTa CTPYKTYP
MOXET Ha HECKOJILKO NMOPAIKOB IPEBLIIIATE BPEMS
pocTa CTPYKTYP NpH YHAJICHWH OT TOuku Oudyp-
KaLuu.

ITockonbky MHTEpBanbl BPEMEHH, Y€pE3 KOTO-
pble M3MEHAIACh MHTEHCHBHOCTb, ObLIM OrpaHu-
ge¢Hbl (30 MuH B 1a0OpPaTOPHOM 3KCHEDHUMEHTE,
40000 maroB B YHCIICHHOM CHYETE), CTPYKTYpbl
CHavana «He YCNeBaju» BBIPACTH, a 3aTeM «He
ycrieBanau» Hc4e3HyThb. [103TOMY NMpH YBEIMYEHHH
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Puc. 4. Mncrepesuc B pacnpeaenennn pH B6nu3n Mem-
6paHbl kneTky Bogopocim Chara corallina. (a) — Okc-
‘TIEPUMEHTANIbHBIA Pe3yNbTaT, NoNyyeHHbIN npu obpa-
60TKE AaHHLIX WIS Pa3HbIX KJETOK NMPH LHKIHYECKOM
' MOBBLILLICHHH M NMOHWXEHHH HHTCHCHBHOCTH JEHCTBYIO-
wero cpera. Ceernble KpyxkH 0003Ha4aloT NOBbILE-
HUE WHTEHCMBHOCTH, TEMHbIE KBALPATHKH COOTBETCT-
BYIOT MOHWXEHHIO HHTeHcHBHOCTH. (6) — Pesymbrar
YUCAIEHHOTO JKcnepyMenTa. M3meHeHne MakcuManbHo-
ro nepenana pH Mexay IIENO4YHBIMH N KHUCIIBIMH 30-
wamu (ApH) B 3aBHCHMOCTH OT NMOBbLUUEHWS H MOHH-
KeHUA HHTEHCHBHOCTH achcraymolliero cseta. Paccros-
HuAl MeXay poMOHKaMH COOTBETCTBYIOT HHTEpBajaM
M3MCHEHHA HHTEHCUBHOCTH CBETa B YUC/IEHHOM CYETE.
Crpenka ] - yBenHHeHHE HHTEHCHBHOCTH CBeTa, CTpeJi-
Ka 2 — yMEHbLICHHE WHTEHCHBHOCTH, POMOMKH COOT-
BETCTBYIOT MOBLULECHUIO HHTCHCHBHOCTH, TPEYTObHM-
KH — MOHHXEHHIO.

napaMeTrpa MHTEHCUBHOCTH 4epe3 paBHbIE NMpoMe-
XKYTKH BPEMEHHM Habi107a10Ch NOCTENEHHOE YBe-
JIMYCHHE aMIUIMTYAbl CTPYKTYp, MOKa He JOCTHra-
JIOCh UX MaKcuManbHoe 3HaueHue. Ilpu ymenblue-
HHM NapaMeTpa HMHTEHCHMBHOCTH CBETa BelMYMHA
aMAIUTY/bl HAYMHAJA YMEHbILATHCA JIMIIbL FIpH
3HAaYCHHAX MHTCHCHBHOCTH CBETa IOpa3l0 HWXE
kputHyeckoro (puc. 46). Takum o6pa3om, B CHcC-
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TEME BO3HUKAET «ICEBJOIMUCTEPEINC», 0OYCIOBIIEH-
HbiH MHEPLUHOHHLIMM CBOWCTBAMH CHUCTEMDI.

C Touku 3peHus 6uodu3MKM npouecca nosny-
YEeHHbIW pe3yNibTAT MOXHO MHTEPNPETUPOBATDL Clle-
Ayouum obpazom. Pa3niMuHbIM CBETOBLIM YCIO-
BHAM IKCMEPHMEHTA COOTBETCTBYIOT Pa3Hbi¢ QyHK-
LUMOHAJIbHbIE COCTOSHUSA MPOTOHHONM TPaHCNOpPT-
HOI cHcTembl, obycnasnuBaloileii 1ubo oaHopoa-
Hoe pacnpeaencHue pH, nubo pH 3oubl. B TeMHOTE
aKTHBHbI# U MACCUBHLIA NMOTOKH APOTOHOB uepe3
TPAHCTIOPTHYIO CHCTEMY paBHbl Mexay coboi. Ha
cBeTy 6anaHc MOTOKOB HapylIACTCs W MOXET Npe-
oBnagath AM60 aKTUBHLIA TPAHCHOPT (B KHUCIbIX
30Hax) OO NAacCUBHLIA TPAHCMODT (B LUENOUYHBIX).
WUsmeHenne 6anaHca Mexay NOTOKaMu B OTBET Ha
BKJIIOYEHHE M BBLIKJIIOUEHUE CBETA APOMCXOAMT €
3anasAbpiBaHHEM BCAEACTBUE MNOCTENEHHOTO MOJA-
CTpavWBaHWA NApaMeTPOB TPAHCMOPTHOW CHCTEMDI
K M3MEHEHHKIO BHEWIHMX ycnoBui. CleJoBaTenbHO,
3a CYeT HHEPLHOHHOCTH PEarHpOBaHUA NMPOTOHHOIA
TPAHCNOPTHOH CUCTEMbI U3MEHEHHE CBETOBBLIX YC-
JIOBMH MOXET NPUBOJAMTH K TMCTEDE3UCY B pac-
npeacneHud pH BOausu MemGpanbl.

AsTopsbi 6naroaapHsbl A.¢.-m.H. I.T'. Manuneu-
xoMmy, K.b.-Mm.H. H.A. Mutuny u k.6.H. A.A. Yep-
KauMHy 33 noJie3Hbie 00CyXaeHud.

PaboTta BbiNOJIHeHa npU (GUHAHCOBOH noa-
Jaepxke Poccuiickoro ¢oHaa ¢yHIaMeHTaNbLHBIX
uccnegosaHuii, rpantel Ne 03-04-04000, Ne 04—
04-48508.
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Modeling of Hysteresis in pH Pattern Formation along the Cell
Membrane of Algae Chara corallina

A.l. Lavrova, T.Yu. Plusnina, G.Yu. Riznichenko, and A.B. Rubin
Biological Department, Moscow State University, Vorob ‘evy Gory, Moscow, 119899 Russia

It is known that illumination of the algae Chara corallina results in the formation along the
membrane of regions with inhomogeneous distribution of pH. It was shown that, in a particular
range of illumination intensities, two states with different pH distribution are realized at one and
the same value of light intensity: an entirely homogeneous state and completely formed structures
(pattern). The transition from the homogeneous state to the pattern formation takes place at one

value of light intensity, and the back transition, at another light intensity, i.e.,

the hysteresis is

observed. This phenomenon was studied by mathematical modeling. The mechanism of hysteresis

is discussed.

Key words: pH pattern formation, hysteresis, cell membrane, proton transport, membrane potential
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