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OBIIAA XAPAKTEPUCTHUKA PABOTDI

AKTVAJILHOCTh HDOGJ’[eMLI. Ilo COBPCMCHHBIM MPCACTABIICHUAM OBUIAaTCIIbHASA AKTHUBHOCTH

Paramecium caudatum oOyciioBieHa (GYHKIIMOHHPOBAHUEM CIIOKHON OMOMOJEKYISPHOH CHCTEMBI,
OCYILECTBIISIONICH yrpaBieHHeM 3()()EKTOPHBIMU AJIEMEHTAMHU KIETKH. B 3Ty cHCTeMy BKIIIOYCHBI
NOTEHIMAJIO0 W JIMTaHA3aBHUCHMbIC HMOHHBIC KaHAJIbl, KaJbIUH, [HMKINYCCKAE HYKICOTUIBI,
MMPOTCUHKWHA3bl U T.II. HOI[O6HOFO poaga CUCTEMBI BXOAAT B OYCHb MHOI'MC KIICTKU KMBOTHBIX H
YCJIOBCKA, YIIPaBJIsAd pa3IMYHbBIMU THIIAMU UX AKTHUBHOCTH. B 3aBucumoctu ot CUTyalluu BO BHEIITHEN
cpezie U COOCTBEHHOTO COCTOSIHUS B KJIIETKE Pa3BOPAYMBACTCS TOT MM MHOM TUIT aKTUBHOCTH.
HecMmoTpss Ha OOJBIION SKCIIEPUMEHTAIBHBIA MaTepHall, TOJYYCHHBIH IPH HCCICAOBAHUH
MOJICKYJIAPHBIX CUCTEM, YIIPABJIAIOMIUX I[BPIFaTCJIBHOfI AKTUBHOCTBIO HapaMequ/i, O6HI€FO IIOHUMAaHU s
NPUHIKIOB MX paboThl JO MOCJIEIHEr0 BPEeMEHH He ObUIo. BcecTopoHHEe 3KCIepUMEHTABHOES
UCCIIC/IOBAaHUE CHCTEM, YIPABISIONIMX KIECTOYHOH aKTUBHOCTBIO, W Pa3pabOTKa MaTeMaTUYESCKHX
MOJIeNICH TI03BOJIMJIA HaM TPOJIBUHYTCS B TIOHUMAHWU TPUHIMIIOB (YHKIIMOHUPOBAHUS CHCTEMBI,
YIPaBIISAIONICH ABUTaTebHONW aKTHBHOCTHIO Paramecium caudatum. [TockoibpKy 3Ta cuctema mMMeeT
MHOI'O O6HICFO C CUCTCMaMHU, YHpPaBIAIOIIMMU AKTHBHOCTBIO CAMBIX PA3JIMYHBIX KIICTOK 3YKapHOT,
HAIllM MCCJICIOBAHUSI UMEIOT OOJIBIIOE 3HAUCHHE ISl MOHMMAHUS MEXaHM3MOB (DYHKIIMOHUPOBAHUS

CUCTEM, YIIPABJIAKOIINX dKTUBHOCTBIO KJIICTOK 3YKAapUOT.

Ileab M ocHOBHBIE 3a1auM _HcciaenoBanms. [lens paboThl 3akimovyanach B BBISICHEHUH MEXaHH3MOB,

VIPaBISIONUX JBUTATEIbHOM aKTUBHOCTHIO TapaMenuid. B cBsi3u ¢ 3TUM OBIIM TMOCTAaBICHBI U
peLIeHbI CIeTyIOIUe 3a/1a4H.

[IpoBeneno wuccnenoBanne (EHOMEHOJIOTHH PA3JIMYHBIX THUIIOB JIBUTAaTE€IbHOH aKTHBHOCTH
Paramecium caudatum: peaxnuu u3deraHusi, peakiiuu OOOPOHUTEIBHOIO YCKOPEHMsI, JBUTATEIbHON
AKTUBHOCTH Ha HAYalbHBIX JTalmax KOHBIOTAIlMU, [JIBIXKEHUS B YCJIOBHUAX OTPAHUYEHHOTO
MPOCTPAHCTBA, ITUHAMHYECKOTO YyAEpKaHWs B 3aJlaHHOM 00JacTh MPOCTPAHCTBA, JBHXKEHUS
napaMenui BO BHEIIHEM AJIEKTPUYECKOM IOJIE.

WccnenoBansl cBOMCTBAa 37EKTPOBO30ymMMoN MeMOpaHbsl Paramecium caudatum. Ha ocHoBe
COOCTBEHHBIX PE3yJIbTaTOB M PE3yJbTATOB, MOJYYEHHBIX B Pa3IMUYHBIX JIAOOPATOPHSIX, MMOCTPOEHA
o0I1as cxeMa CHCTEeMBbI, YIIPABISIONIEH ABUTaTeIbHON aKTUBHOCTHIO TTapaMeITuii.

[TocTpoeHbI MaTeMaTHYECKUE MOJICITH PA3IMIHBIX OJIOKOB, BXOJSIINX B CHCTEMY YIIPABIISIONIYIO
JIBUTATEIFHON aKTHBHOCTHIO TapaMeruii: 0JI0Ka, YIPaBIISIONIEr0 KOHIICHTPAIUEH Ca’ B pECHUYKAX,
KaJIbIIMHA-KaIbMOTYTUHOBOTO 0JI0Ka, OJI0Ka IIUKJINYECKUX HYKJICOTHIOB, IPOTENHKUHA3HOTO OJI0Ka.

[Toctpoena maremaTruyeckas MOJENb, CBSI3bIBAIONIAs YACTOTY M HampaBiieHue 3(PQPEeKTUBHOIO
ylapa peCHHYEK C XapaKTEPUCTHKAMH CIUPATbHON TPACKTOPHH IBIDKEHHS MapaMeruii (pammycom,

1aroM, MPOEKINEH BEKTOpa CKOPOCTH HA OCh CITUPATbHOM TPAEKTOPHUH )
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[Ipoananu3upoBana pabora cucTeMm, yhOpaBisiommx dddexkropamu mnapamenui npu

BBITIOJTHCHUH CIICAYIONIUX PEAKIMid: peakiuu Hu30eraHusi, peakiuu OOOPOHUTEIHLHOTO YCKOPCHHUS,

JABHUXXCHUS HapaMeI_[I/II\/JI BO BHCHIHCM JJICKTPUYCCKOM I10JIC, TUHAMUYCCKOTO YACPIKAHUA B SaHaHHOf/’I
00J1acTH, peakIMy Pa3BOPOTA.

HayuyHasi HOBM3HA. BnepBHe IMPOBEACHO KOJIMYECTBEHHOC OIMKMCAHUEC (beHOMCHOJ'IOFI/II/I HBHFaTeHBHOﬁ

AKTUBHOCTH TapaMeIMii MpHU BBIMOJHEHUH CIEAYIOUIMX pPEeakUuil: peakiuu W30eraHus, peakuuu
00OpOHUTENIBHOTO YCKOpPEHMs. BrepBble NPOBEIEHO HCCIEIOBAaHUE PEAKUUHU JUHAMHUYECKOIO
ylepKaHus B 3aJlaHHON 00JacTH MPOCTPAHCTBA, Ha HAYalbHBIX JTalax KOHBIOIALMUH, BUXKECHUSA B
YCIIOBUSX OIPaHUYECHHOTO IIPOCTPAHCTBA.

ITocTpoeHbl HOBbIE MAaTEMaTUYECKHE MOJEIM CIEAYIOIIHUX MOJEKYJIAPHBIX MOAYJIEH: MOAYJ,
dopmupyromero koumenTpanuio Ca’’ B pecHHUKAX, KaNbIHi KalbMOXYIHH 3aBHCHMBIX 3JIEMEHTOB
KJIETKH, OJI0Ka LIUKIMYECKUX HYKJICOTUI0B, IPOTEMHKUHA3HOTO OJI0Ka.

BriepBele mocTpoeHa MareMaTHYecKash MOJEb, CBA3BIBAIOIIAS YacTOTy U HaIpaBJICHUE
3 PEKTUBHOTO yhapa pPEeCHHYEK C PaAMyCcOM, IIAroM M MPOEKIUEH BEKTOpa CKOPOCTH Ha OCh
CIIMPAJIbHOW TPACKTOPHH.

Brnepsble mnoctpoeHa Mopenb OMOMOJEKYISIPHOW CHUCTEMbI, YIPABIAIOLIEH pPECHUYHBIM
JIBUTATEJIeM T[apaMelUuil MpU BBIIOJHEHWH peakUuuu u30eraHusi, peakuuu OOOPOHUTENBHOIO
YCKOpEHUS, TUHAMHYECKOI0 YAEepXaHUs B 3aJaHHOM 00JIaCTH MPOCTPAHCTBA, JBUKEHHS MapaMenui
BO BHEIIIHEM JIEKTPUYECKOM TIOJIE.

Hay4yHo-npakTHiyecKas IEHHOCTb. PeBy.]'ILTaTH HCCIEIOBaHUM HAIOT HOBBIE MNpeaAcCTaBJICHHUA O

MeXaHU3MaxX pabOThl CUCTEM, YHPABJSIOMMX AKTUBHOCTBIO KIETOK 3YKapHOT. DTO IMO3BOJISET IO-
HOBOMY B3TJIAHYTb Ha q)YHKIII/II/I PA3INYHBIX 3JICMCHTOB MOJICKYJIAPHBIX CUCTEM YIIPABJICHHA B )KUBOM
W IIPUHIOUIIOB IOCTPOCHUA TAKUX CHCTCM. PC3YJ'II:TaTBI I/ICCJIGI[OBaHI/IfI MOTr'yT OBIThH MCIIOJIL30BAHBI npu
pa3paboTKe HOBBIX CPEACTB TUArHOCTUKU MOJIEKYJISPHBIX MMAaTOJOTMH U CIIOCOOOB UX KOPPEKTUPOBKH.
[Tony4yeHHble pe3yabTaThl MOTYT IPEJICTAaBIATh MHTEPEC HE TONBKO Uil OMO(MU3MKOB, HO U JUIS
UccleIoBaTeNeil B CMEKHBIX 00J1aCcTsSIX MOJIEKYJIIPHOM OHOJIOTHU M (PU3UKU.

Anpo6anusi padoTbl. OCHOBHBIE pe3yJbTaThl paboTa OBLITH J0J0KEeHBI Ha Beecoro3noit koHdepeHun

“MonekynsapHble MEXaHU3Mbl IPOHULIAEMOCTH MeMOpaHHbIX cTpykTyp” (Ilanmanra, 1976), na II, 111, IY
copemanusx no “Hemerimeunsie popmbl noasmwxaocTy (Ilymuno, 1978, 1981, Uepuuros, 1984), Ha
Poccuiickux Hay4yHbix KoH(epeHmmsx ‘“Maremarnueckue MOJIeTH HEIWHEHHBIX BO30YXICHUH,
nepeHoca, TMHaMUKH, YIPaBlIeHUs B KOHJACHCHPOBAHHbBIX cucTeMax u apyrux cpenax’” (Tseps, 1994),
“CTpykTypa U JUHAMHKa MOJEKYJSIpHbIX cuctem’” (Smpumk, 1996, 1997, 1998, 2000, 2001), Ha
JeTHe! MexIyHapoaHoi mkone no 6uodusuke (Rovinj, Croatia, 1997), "AkryanbHble MpoOIEMbI
Heripoouonorun" (Kazanp, 1998, 1999, 2000), "I[Ipobnemsbr Teopernueckonn onodpuszuku". (Mockaa,

1998), "®uzuka B 6uonoruu u meaunuHe" (ExarepunOypr, 1999), na Il cve3ne 6nodusnkoB Poccun
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(MockBa, 1999), na "UerBepToili MEXIYHApOJHOW KOH(PEPEHIMH IO MaTEMaTHYECKOMY
monenupoBanuio” (Mocksa, 2000), Ha mkone koH(pepeHuuu "TOPU3OHTHI (PUIUKO-XUMHUECKOU
ouonorun" (Ilymmno, 2000), va XVIII ceezne ¢usnonoruueckoro odmectBa umenu M.I1. [1aBnosa
(Kazann, 2001).

CTpykKTYypa H 00beM padoThl. Jluccepramus u3ioxkeHa Ha 256 c., conepxut 118 puc., 10 Tabmur u

COCTOUT U3 BBEJCHHMS, ONMUCAHHS HMCIIOJIB30BAaHHBIX B paboTe MaTepHallOB M METOJOB MCCIIEIOBAHUS,
U3JI0KEHHSI COOCTBEHHBIX OSKCIIEPUMEHTAJIBHBIX JIAHHBIX, W3JIOKEHHUS pa3padOTaHHBIX HaMHU
MaTeMaTHUYeCKUX MojeJieil, 00CYX AeHUs pe3ylbTaToB paboOThl M BBIBOJOB. CHUCOK HUTHPOBAHHOU
JIUTEpaTyphl COACPKUT 361 HaMMEeHOBaHUE.

Beenenue

JBurarenbHas akTUBHOCTb KJIETOK MCCIIEAYETCSl OY€Hb JAaBHO. B TOM WM MHON MEpe OHA MOKET
OBITh OTOXKACCTBIIEHA C IOBEACHHEM KIETOK. XOTA K IOBEJACHYECKUM peaklusM, Oe3yCIOBHO,
OTHOCSITCSl HE TOJIBKO JIBUTaTEJIbHOE TMOBEACHHUE KJIETOK. B 3TOM cMbiciie nBUraTellbHas aKTHBHOCTH
KJIETOK SIBJISIETCS YacThIO AKTUBHOCTH KIJIETOK, KOTOPYIO MOXHO OTOXKAECTBISITH C TIOBEACHUEM
KJIETOK.

KakoBbl ’xe MexaHu3Mbl, oOecreuyuBarolie Bce MHOrooodpaszue ¢GopM MOBEACHHUS KIIETOK
sykapuot? ['odep (Hofer, 1890), npeanonoxui, 94To cucteMoid, GOopMHUPYIOIIEH MOBEIECHUE KIIETOK,
ABIsieTcA ee sApo. HecoMHEHHO, sSApo, KaK OCHOBHOHM XpaHWTENbh HACIEJICTBEHHON HH(MOpMAIHH,
BBITIOJIHSICT OTPENICICHHYI0 (YHKIHIO B (POPMHUPOBAHUM TOBEICHHS KJIETOK JYKApHOT, HO SAPO B
MIPUHIIUIIE HE MOXET 00eCIeuynBaTh yrpaBieHHe ObICTPHIMU OBEIEHYECKUMU PEAKIIUSIMHU JTSIIIIUMUCS
cexkyHabl unu gonu cekyHn. Hepucreiimep u [llapn (Neresheimer, 1903, Sharp, 1914), ocHOBBIBasich
Ha YHCTO BHEITHEM CXOJICTBE CeTH (PUOPHILI, KOTOPBIE UM YIAIOCh OOHAPYKUTH B TEJE MPOCTEHIINX,
C HEPBHOHM CHCTEMOI MHOTOKJIETOYHBIX, ITPEIMOJIOKIIN, YTO UIMEHHO 3Ta CETh BBIMOIHACT (DYHKIHIO
yIpaBJIeHUs MOBEACHUEM KIIETOK 3ykapuoT. ApoHeT (1977) Bbickazan rumoTesy, 4yTo “HEpBHOW’ U
“rymMopanbHON” CHCTEMOU KIETOK Cpa3y MOXKET OBITh DHJOIIIa3MAaTUYECKUN peTHKyIoM. JInbepman
(1972, 1973, 1974a. 19746, 1974B) BbIKa3zaa rUNoTE3y O MOJEKYJISIPHOW BBIUMCIUTEIHLHOW MalllWHE
kiaetki. OH TIPEANONIOKWII, YTO JKMBOW KIIETKOM YIpaBIsieT NapalieNIbHO TIOCIIe0BaTeIbHAsS
CTOXACTHYECKass MOJEKYJspHas BBIUMCIUTENbHAS MAIIMHA, KOTOpas MOXKET OBITh JKBUBAJICHTHA
YHHUBEPCATHHOW BHIYUCIUTENILHON MaIlluHE.

“OCHOBHBIE JIKCIIEPUMEHTANbHBIE (DAaKThI, HAKOTUICHHBIE K HACTOSIIEMY BPEMEHH, MO3BOJISIOT
CUNTATh MPOCTEUIINX OTHOCHUTEIHHO cJab0 WHTETPHUPOBAHHBIMU JKMBOTHBIMH. VX moOBeneHue
o0ecreunBaeTcs MENbIM PSIOM OTHOCHUTEIFHO HE3aBUCHUMBIX Pa3HOXAPAKTEPHBIX MOTYaBTOHOMHBIX
KJIETOYHBIX CHCTE€M, OOMIMA KOHTPOJbh 3a JIEATEIbHOCTHIO KOTOPBIX TPSIMO HIM KOCBEHHO
ocymiecTBisieTcs ssaepabiMu curnanamu’” niuieT CepaBun (CepaBus, OpnoBckas, 1977).

MosxHo monaraTh, YyTO OOUIME MPUHIUIBI PAaOOTHl MEXaHU3MOB, (OPMHUPYIOUIMX MOBEACHUE
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KJIETOK 9yKapuOT OJIMHAKOBBI KaK JUIsl MPOCTEHIINX, TaK U I KJIETOK MHOTOKJIETOUYHbIX. HecMoTps
HA pa3Iuuuss B MOP(QOJIOTUU KIETOK MHOTOKJIETOYHBIX W MPOCTEHIINX, HEOOXOAMMO OTMETHUTh
MHO>KECTBO TOMOJIOTUM, OOIIUX MPUHIIMIIOB TIOCTPOSHUS Pa3IMYHOTO POJia KIETOYHBIX cucteM. Mmes
oOuiero npeaka u Te, u Apyrue GopMUPOBAIUCH Ha 0a3e Te€X SBOTIOIMOHHBIX “AOCTHKEHUN, KOTOpbIE
ObUIM B HAJIUYUM K TOMY BpemeHH. Kak BbIsICHSeTCs ceifuac, y 3TOro oOmiero mnpeaka ObLIo
c(hOpMHUPOBAHO yxKe OOJIBIIOE KOTUIECTBO MOJICKYJISIPHBIX CHCTEM, YITPABJISIFOIINX €r0 AaKTUBHOCTHIO.

Hamu B kadecTBe 00BEKTa WCCIEAOBaHUU ObLTH BbIOpaHBl MH(DY30pUH HECKOIBKUX POJIOB,
OcHoBHas ke pabora mpoBoawiack ¢ mapamenusmu (Paramecium caudatum). Msr uccnenosanu
MEXaHU3Mbl (POPMUPOBAHUS MMOBEACHUECKUX PEaKIUii, 00YCIOBICHHBIX JBUTATEIbHON aKTHBHOCTHIO
uH(py3opuii. [ToaToMy caMm TepMUH TMOBEACHHE B padOTe HCIIOJIB3YeTCs OYCHb Mallo, pedb UACT O
JBUTATEIILHOW aKTUBHOCTH, KOTOpas SBJIACTCS, OE3YCIIOBHO, OJIHOM M3 CTOPOH TOBEICHUS KJIETOK
JYKapHoT.

PaznuynHble TUOBI JBUraTeNbHON AKTUBHOCTH HHQY30pHH, MO CYTH, SBISIIOTCS AJIEMEHTaMU
CUCTEMBI, 00eCIeYrBAIONICH BBDKMBAHWE WM TPOTPECCHBHOE pasBuTHe BUAA. ONMHCAHO HECKOJIBKO
TUTIOB JIBUTATEIILHOW akTUBHOCTH mapamenwuii (Jennings, 1907, Cepasun, 1967, Kuznicki, 1970). B
Pa3IMYHBIX JIA0OPATOPUSX MHUpPA MPOBOIUTCS U3YUeHHE (QU3HKO-XUMUUYECKHX MEXaHHU3MOB, JIeXKAIIUX
B OCHOBE Pa3JIMYHbIX TUIIOB JIBUTaTelIbHOM akTUBHOCTH napamenuii (Naitoh, 1974, Machemer, Peyer,
1977, Eckert, 1979, Hennessey et al. 1995, Preston et al., 1997, 1998, 1999). B pannux paborax
(Kamada, 1934; Kinosita et al., 1964a; Naitoh, 1958, 1964b; Kinosita, Murakami, 1967; Dryl, 1966;
Kokuna, 1965) Obuto mokazaHo, YTO HpU H3MEHEHMM pPa3HOCTH TMOTEHLMANIOB Ha MeMOpaHe
MPOCTEHIIEero U3MEHSETCsl XapakTep OueHus: pecHuuek. DkkepT (1972) moasITOKUB Bce, MOTYyYEHHOE
paHee, cQOpPMYyIUPOBaT OCHOBHBIC THIIOTE3Bl OTHOCHUTEIIBHO MEXaHW3Ma YIPABICHUS OHUEHHEM
pecHUYEK WHQY30pUH: peBepcHs H YBEIMYCHHWE 4YacTOThl OWEHUS PECHHYEK OO0YCIOBIICHBI
yBenuueHHeM B HEX KoHieHtparmn Ca’’. VBemnmueHme koHueHTpamum Ca’  MPOHUCXOIUTH IPH
reneparun Ca’’ craifka. DTa IMIOTE3a MOTYdYHIA MOATBEPXKACHHE B HATBHEHMIINX HCCIICHOBAHMSX
(Naitoh, Koneko, 1972; Naitoh, 1973; Machemer, Eckert, 1973; Machemer, 1974; Eckert, 1979; Haga
et al., 1984; Hennessey et al., 1984). Onnako, B paMKax 3TOH THUIOTE3bl HE 3aTPAarkBarOTCs MHOTHE
CTOPOHBI MEXaHHW3Ma yIpaBlieHUss OueHueM pecHuuek. OcTaeTcss HEMOHSATHO, KaK YIpaBIseTcs
KaJbI[MEBbIM KaHAT - KAKOBO Y4acTHE B 3TOM YIIPABICHUU TpaHCMEMOpPaHHOW Pa3HOCTH MOTEHIIMAIOB
¥ CaMOro KaJIbIlWs, KaKoH BKJIAJ B (POPMUPOBAHUE M3MEHEHUE KOHIICHTPAIMH KAJIBIHAS B PECHUYKAX
BHOCHT TOK KaJBIMS W3 PECHUYKH B TEJO KJICTKU. Y TapaMeIuil TakKe BBISBJICHBI pPa3InIHBIC
[UTOIJIa3MaTUYEeCKUe (PpaKIUK, MNPUHUMAIONINE YydacTue B (DYHKIIMOHUPOBAHUU BO30YTUMOCTH
(Hage, Hiwatashi, 1982; Hage et al., 1982; Nick et al., 1982).

HccenoBanusi, MPOBEICHHBIC B PA3IMUHBIX JIAOOPATOPHUSAX ITOKA3BIBAIOT, YTO B MEXaHHU3M

yOpaBIeHUs OMEHUEM PECHUYECK BXOIHUT Takxe Oosbmias rpymma 0einkoB (Browning, Nelson,1976;
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Andrews, Nelson, 1979; Adout et al., 1980; Adoutte et al., 1981; Firte et al., 1981; Merkelet al.,1981;
Ramanatan et al., 1981: Haynes et al., 1998; Mimikakis et al., 1998). Ocrtaercss HENOHSTHBIM B
MEXaHU3M KaKuX (DYHKIMHA BXOASAT 3TH OCIKH.

JlBuratenb MHQPY30pHH  COCTOMT M3 TPOMAJHOTO YHCIA PECHUYEK, COBEPIIAFOIIMX
KoJieOaTeNIbHBIC JABM)KCHUSA. EIMHCTBEHHBIN MapaMeTp, KOTOPBIH MOXET O0BbeIHHITh X padoTy, 3TO
pPa3HOCTh MOTEHIIMATIOB Ha IUTOIIa3MaTu4Yeckoli MmeMOpane. CEeHCOpHBIC AJIEMEHTHI KIETKH, KOTOPBIC
BBI3BIBAIOT HM3MEHEHHUS TpaHCMEMOpaHHOW pPAa3HOCTH TOTEHIMAIOB, 3allyCKAalOT CHHXPOHHBIC
U3MEHEeHUss B pabore pecHuuek. OJHAKO, OYEHb CJIOXKHO YBHJETh MPSAMYIO CBs3b PaOOTHI
MOTCHIIAJI03aBUCUMBIX 3JICMEHTOB, BO30YyAMMOW MeMOpaHbl W IIMTOIUIA3MATHYECKUX OCJIKOB C
MOBEJCHUEM KIICTOK.

B cBoeli pabore MBI Kak-TO CTPEMUJIMCH BOCIIOJHUTH 3TOT MpoOes, BHISA TIABHYIO IICIb B
U3y4EHUH MEXaHU3MOB (POPMUPOBAHUS JIBUTATEIIBHON aKTUBHOCTH ITapaMelnii.

Matepuan u MeTOHKA HCCJIAETOBAHNI

OcHOBHBIM MaTepuajoM B Hamiei padore Obur Bunx Paramecium caudatum. Kpome Ttoro, mms
CPaBHHUTEIHLHOTO aHAIM3a U MPOBEPKU HEKOTOPBIX OOMIMX IMOJOXKEHHUH UCIOIB30BATNCH Spirostomum
ambiguum, Paramecium aurelia, Paramecium bursaria, Dileptus anser, Lacrimaria olor, Stentor
coeruleus, Climacostomum virens.

YceTaHoBKa VIS MCCJI€I0BAHUS IBUTATEIbHOH AKTHBHOCTH MPOCTEHIIIUX

Oukcanus ABWKCHUS MPOCTEHIIMX MPOBOAWIACH B TPEX BapHaHTaX: IMOKAIpOBas ChEMKA,
cTpobocKomuYeckass CheMKa Ha TIUIEHKY W TIOKaJpoBas CheMKa B MaMATh Komiblotepa. [lpu
CTpPOOOCKOMUYECKON CheMKE MCIOIb30BANACh JIBAa UCTOYHUKA CBETA - UMITYJIBCHBIN C JUIUTEIHHOCTHIO
BCIIBIIIIKA ME€HEe | MC | JIaMIia HaKaJIuBaHHUS.

MuKpo3JIeKTPOIHASI YCTAHOBKA

OnekTpoU3NOIOTHYECKHE HCCIEAOBaHUS TMPOBOJWIM C TOMOIIBIO MHKPOIIEKTPOIHOU
YCTaHOBKH, KOTOPasi BO MHOT'OM MOBTOpsJIa YCTaHOBKY, pa3padoTanHyro B nHCTUTYTe brnodusuku AH
CCCP, ansa uccnenoBanus nzonupoanHoro Heitpona (Kpacre, 1975a). brioku n3mepenus moTeHmata
¥ ToKa ObutH coOpaHsbl 1o cxeMaM, pazpadotanabiM B CKb buodusnpubop (MakcumoB u ap., 1975a;

MaxkcumoB u s1p., 19750). ,

®eHoMeHO0JI0T s IBUraTe/IbHOIH akTHBHOCTH Paramecium caudatum
Jns pemeHus JBUraTeNbHBIX 3amad y Paramecium  3BomoLHMOHHO — chopmupoBalics
ornpeneneHHblid Habop 3¢ dekTopoB, ceHcopHOE oOecreueHune, YIpaBisaiolIie CUCTEMBI, KOTopas Ha
OCHOBE CUTHAJIOB, IOCTYNAIOIINX U3 BHEIIHETO MUpPA, U C YU€TOM COOCTBEHHOT'O COCTOSIHUS Pean3yeT
TOT WA WHOMW THII IIOBCACHMNSI, KOTOpBIfI, mo CyTv, BXOJUT B MCXAaHH3M peain3alllun 0a30BBIX

IMponHecCoOB. Ot kadecTBa pcainrsanun 5TUX NPOHECCOB B KOHCYHOM HTOIC 3aBHUCHUT BBIKHBACMOCTH



BUJIA.

AHanmu3upysl JBUTaTeIbHYI0 aKTUBHOCTH IMapaMeluid, celyac MOXHO CKa3aTh, YTO MEXAHHU3M
peanm3anuu JABUTATeNbHBIX (QyHKIMHA (puc. 1) mocTpoeH Ha 0a3e CTaHIAPTHBIX JIBHTATEIIBHBIX
peakiuit (mporpamm). OnHa W Ta e JABUTarelbHas HporpaMma MOKET BXOJUTh B MEXaHHU3M
peanu3anuu HecKoJdbKUX (GyHKIuM. Hampumep, peakuus u30eraHuss UCHOJB3YETCS MpPU TOUCKE

I1OJIOBOI'O MapTHEpPA, IIPpHU CTBIKOBKC napaMeuI/Iﬁ KOMINVIMMCHTAapHbIMU 30HAMU,

BrerkuBanue Buga

Beixon B ob6mactu
O6ecneucHre A

100aTbHOTO 3amura
cyOcTparamMu
oNnTHMyMa
JlBurarenapHOE
obecrieueHne IIpeononenue
T10JIOBOTO IIPensTCBUI
npouecca

Puc. 1. ®ynkunonanpHas cxema JBUTAaTEIbHON aKTUBHOCTH Paramecium.

MIPU IIPEOJOJICHUH MEXaHUYECKUX MIPErpaj, MpHU 3allUTe OT XHUIIHHUKA, aTaKyIoUIero cnepean. Beictpen
TPUXOLUCT HCIOJB3YETCS MapaMelUusMH TpH 3alIUTe OT XUUIHUKOB M TNPHU OCTAHOBKE KJIETOK.
Vupasnss asurarenem, P. caudatum cmocoOHa pemaTh IENbIA KJIacC BO3HHUKAIOIINUE TEpen Hel
nBuratenbHbIX 3amad. Kpome toro, P. caudatum oOnamaer eme mensiM psigoM 3G dEKTOpOB,
pacCHIMPSIONINX €€ MPHUCIIOCOOUTENbHbIE BO3MOXXHOCTH U TIOBBIIIAIOIINX €€ BBIKHUBAEMOCTH. ITO
cuctembl: 1) oOpatuMo u3MeHstomas (GopMmy Tena KIETKH, 2) BBICTPENMBAIOIIAS TPUXOLMCTHI, 3)
M3MEHSIOIIAs! JIMTKOCTh KJIETOK JIPYT K JAPYTY.

W3 mpenBaputenbHOTO aHaiu3a JABUTATENBHOW akTUBHOCTH P. caudatum MOXXHO BHUAETH, YTO
pazNuyHble JBUTATEIbHBIE 3a/Jaud KIETKOW PpemIaloTcsd Ha OCHOBe CTaHJAapTHOro Habopa
ABUraTeJIbHbIX peakuuidl. DOTH [BUTATEeNbHBIE peakuud (QOPMHUPYIOTCS TOCTYMAIIUMUA Ha

s exTopsl CUTHAJIaMH, KOTOPBIE BEIpabaThIBaeT ympasisitomias cucreMa. [leneBas GyHkius Toit



R (Vm) Vi, R

e/
Ca2+, , I;
KM;, . t-S']

R(AC) cAMP,

cGMP.

U

R(M,,) :

N
|

> [

Ca*" — 4::#
prem— |

A4

R(t)

Puc. 2. OcHoBHBIE BUTaTENBHBIE IPOrpaMMel Paramecium caudatum.
CHCTEMBI - BBIpabOTaTh a/leKBaTHOE CUTYallMM TOBeAeHUEe KieTku. Kpome Toro, paborta cucremsl,
YIPABJSIIOIIEH MOBEICHUEM KIIETKH, JIOJDKHA YIOBIETBOPATH OINPEACICHHBIM KPUTEPHUSAM KayecTBa
ynpasneHus. [lpu 3amycke peakuuu u30eraHus CKOPOCTh ABM)KEHUS KIIETKH JIOJKHA U3MEHUTh 3HAK
Ha [IPOTHBOIOJIOKEHHBIM 32 MUHUMAaJIbHO BO3MOKHBIM IPOMEXYTOK BpeMeHHU. CTBIKOBKA KJIETOK MpHU
KOHBIOTAILlUH JI0JKHA [TPOXOIUTH 38 BPEMEHHOM MHTEPBAJI MEHBIINN )KU3HEHHOI'O LIMKJIA KIJIETKH.
ba3oBblil ke mpolecc yrpaBieHus IBuxkeHHeM, nmo MHeHuto H.A. Bepumreitna (bepHiureiin,
1926), HanpaBiieH Ha TPEOI0JICHNE U30BITOUYHBIX CTETeHEeH cBOOObI. Ceifuac MOXKHO TOJIaraTh, 4To y
NPOCTEUIINX MPEO0JICHUE U30BITOYHBIX CTENeHel CBOOOIbl OCHOBAHO HA CUTYaTHBHOM BKIIIOYEHUHU
CTAaHJAPTHBIX JBUTATENIbHBIX MPOrpaMM, MapaMeTpbl KOTOPBIX MOTYT [EpecTpauBaTbcs B
COOTBETCTBUU C U3MEHEHUSIMH BO BHEIIHEH cpeJie U COOCTBEHHBIMU COCTOSIHUSIMHU.
OcHoBHbIE ABUTaTe/bHbIE IPOorpamMmbl Paramecium caudatum
OcHOBHBIE J1BUTaTENIbHbIE TporpaMMel P. caudatum MOXHO NHpeACTaBUTH CIEYIOUIEH cXeMon
(puc. 2): Ha »atoii cxeme coOpaHbl BMECTE BCE BBIJCIICEHHBIE HAMHU JBHUTaTENbHBIE peakuuud P.

caudatum. Ham YAQAJI0Ch BBIACIUTE OAUHHAAUATh ABUT'ATCIIbHBIX peaxunﬁ, 00ecIeYeHHbIX
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Puc. 3. IlpuHuunuanpHas cxema MOJEKYJIAPHON CUCTEMBI, YIIPABISIOIEH PECHUUKAMHU. V , — TPaHC-

ca K c
MeMOpaHHasi pa3HOCTh nmoteHimanos, 17*, 1. - kanbuueBble n KanueBble TOKH B MeMOpaHe pecHUYKH, I

KaJbLIUEBBII TOK U3 PECHMYKHU B TeJIO KIETKH, |1 - Toku B MemOpaHe Tena kierku, CM — kanbmomyins, AC —

ageamnarnukinaza, GC - ryanmnarnmknaza, PDE — docommacrepassr, PC — mnporemnkmnaza, PF —
dochomnporenndocdarasa, f — yactora OMCHHS PECHHYEK, O, O, - HampaplieHUus 3(P(EKTUBHOTO yaapa
PECHUYEK.

OTIpeNIeICHHBIMU JBUTAaTEIbHBIMU TporpamMMamu. Kpome Toro, Ha 3TOi cxeme 0003HAa4eHbI MOYIIH,
KOTOpble (OPMHUPYIOT JAHHBIE THUIBlI JABUraTeIbHOM aKTHUBHOCTH MapaMelnuil. DTo o00o03HauyeHue
(buKcUpyeT BTOPUYHBIE TOCPEIHUKH, C IOMOLIbIO KOTOPBIX PeaIU3yeTcsl MEXaHU3M 3TuX peakuuid. Ha
OCHOBE OKCIIEPUMEHTAIBHBIX JIAHHBIX, MOJYYCHHBIMH B PAa3JIMYHBIX Ja0OpaTOpUsAX, CHUCTEMY,
YIPABJISIIONIYIO0 PECHUYKAMU MOKHO MPEACTABUTH B BUJIE CIEAYIONIEH cXeMblI (puc. 3).

AHanu3upys 3Ty CXeMy celdyac MOXHO BBLIEIUTh HECKOJBKO MOIYJEH, KOTOpble MOXHO
aHaAJTM3UPOBATh MO OTAENBHOCTH 1) MOIY/b ONpPEAENSIONIMNA KOHIEHTPALNIO KaJbIUs B PECHUUKAX,
2) KamblIMid KaJIbMOJYJIWHOBBIH MOJYJb, 3) MOJYJIH, OMPENEISIONINE KOHIIEHTPAIUIO ITUKINYECKUX
MoHO(pochaTOoB B pecHUYKax, 4) Monyiu, obecrneunBarouine ¢ocpopunnupoBanue 3P(HEKTOPHBIX
0EIKOB JIEHEMHOBBIX pydeK. DTH MOJYJIM HaMH OBbLIM PACCMOTPEHBI 110 OTAEIBHOCTH.

Ocoboe MecTo B 3TOHW CUCTEME 3aHHMMAaeT KaJbMOJYJIMH, O€JNOK C YeThIpbMs IEHTpamu
cBs3biBanms  Ca’'. DTOT GelOK MOAYNHpPYeT MPOBOAMMOCTh KAHANOB, —aICHHIATIHKIA3HI,
TyaHHAIITIUKIa3bl, pocdoaudcrepas.

MoaeiupoBanne peakUHM KOMILIEKCOOOPAa30BaHHSI BellecTBa, MMEKIIEro n LEHTPOB
CBAI3bIBAHUS, C JIMTAHIAMHU

st TOro, 9TOOBI IPOBOIUTH AHAIN3 CBOMCTB MOJIEKYJ C HECKOJIBKHMH IICHTPAMHU CBSI3bIBAHUS
JMTaH/Ia, pACCMOTPUM JUHAMUKY W CTaTHKY PEaKIIMd KOMILIEKCOOOpa30BaHMUs MPOU3BOIBHOTO Oelka
(M), umeroriero n eHTPOB cBsi3bIBaHMs, ¢ Mosekyiaamu Tpex coptoB (U), (N) u (V). Paccmorpum
cilyyai, Korjia KOOIepaTuBHOCTU MEXy LIEHTPAaMH CBsI3bIBaHUS HET. byieM monarath, 4TO MOJIEKYJIBI
U u N, o0Opa3ys KOMIUIEKC ¢ M, NPHUBOJAT aHAJOTHMYHBIM KOH()OPMAIIMOHHBIM MepecTpoiikam M.

KoHncranTthl peaknuii komruiekcooopazoanus U u N ¢ M pasnsbie. [lycTs o6pa3zoBanue komiiekca M
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¢ V NpuUBOIAT K COBEPIICHHO WHBIM KOH()OpPMAIMOHHBIM H3MEeHEeHHsIM M. Monekynsl V Oyayt
koHkypupoBaTh ¢ U u N 3a mecra cBsizbiBanusi Ha M. B pesynberatre peakuuu M ¢ U, N, V Oyzner
00pa3oBbIBaThCs 4" MOJEKYJIAPHBIX (GOpM M B 3aBHCHMMOCTH OT TOrO, CKOJIbKO Moiekyn U, N u V
CBA3aHO C OenkoM M H, KakMe KOHKPETHO LIEHTPHI CBs3bIBaHUS B Oenke M 3aHSATBI 3TUMHU
mosnekynamu. Ilockonbky oOpazoBanue kommiekcoB M ¢ U u N nOpuBoAUT K aHAJIOTMYHBIM
KOH(OPMAIIMOHHBIM H3MeHeHHssM M pasnuuumbi3 Gopm Oyraer Mmenbine - 3. O603HAYMM STH
KOH(MOPMAIIMOHHO pa3InuuMbie MoJieKyisspHbie popmbel M ¢ U, N, V uepe3 H(i), i =0, 1, ..., (3"-1). B
o01eM ciydae KOHCTAHThI CKOPOCTEH acCOLMAIMKM peakIuu KomiuiekcooOpaszoBanus U, N, V ¢ M
Oynyt HenmuHeHbIMU QyHKIMsME OT KoHIeHTpauuu U, N, V. [Ipu 1t = 0 monoxum [U] = [U];, H(i) =
H(?),. Ilyctp Taxoke onpenenena ObicTpas OydepHas cuctema, 3a1ar01ias 3aBUCUMOCTb KOHIIEHTPALUU
[U] ot Bpemenu — f{(1), a [N] = const, [V] = const.

Beenem Oespasmepubie Benuuusbl /; = [H(7)]/[HO], u = [U)/max(K;), n = [N]/max(P)),
v=[Vlmax(W)), K=k’ /kj, P =n’/n], W, =v/ /v, t=t-max(k’), k,=K,/ max(K,),
p; =P, /max(P), w; =W, | max(W,), ;= k7, / max(k’)), 8, =n’, /max(k’)),

Y; = v’ /max(k’), (j=1,2,..,n). [HO] - o6mas konuentpauus M. ITycts

uyapu t=0
S = {uz opu >0
I[Ipu t = 0 monoxum hi(t,u) = hi(0,u;),i=0,1, ..., (3" - 1).
3anuiuem cucteMy aud@epeHuanbHbIX YpaBHEHU] 11 /; B MAaTpUYHON (opMe:

h'=A-h. (1)

[Tockonpky mpenmnosiaraeTcs, 4TO KOONEPATHUBHOCTH MEXAY LEHTPAMHU CBS3BIBAHHUS HET, TO
cs3piBaHue Mojekyna U, N, V ¢ neHTpamu cBsi3biBaHuS Ha M OyaeT NpOMCXOIUTh HE3aBUCHUMBIM
oOpa3om. Pemienusi cucrembl ypaBHeHHM (1) MOXHO 3amucaTh Kak HpPOM3BEICHUS pPELIECHUH aJis
OTJIEbHBIX LIEHTPOB CBA3bIBaHUA. BBeneM o003HaueHus:

u n 1%
(pj(u): ;+;+;+1 ,
J

J J

(u) = T4 +v; +1

oy =05 (w, )~ (v, @) ~ 47, 0,0, ).

oy =05+ () + [, @) ~4-1, 0, wy)).
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1 Uy — U i+ Vi +

D,. = 2 L exph M, T -————L—exp(R,; - .‘r)j ,(2

v ?;(uy) ki, -;) (Yj'(xzj—xlj) Py H V- =Ay LRy @)

uy [k +nlp, U, - Yi+hy T +hy
= |1+ : cexp(Ay U T) - : xp(A, 1 -T) | ]
Vg, ko) V(o =) (14 1y)) uH Vi gy =) (L dy) M
v/ w; (uy —uy) 2 M

D,. = L1+ Z L ( : cexp(hg; p; 1) - ———exp(ho; 1 - ,

2 05(up) kj-oju) \A2j =M A Wy W A

1

Ly = ,
7o,
1 u n
L= =+
¢, |k, p;
1 v
L, = S
J
Q) w;
Ho cyru, D, ,Dy;, D, ;9TO BEPOSTHOCTH TOT0, YTO j LIEHTP CBOOOJIEH, YTO j LICHTP 3aHAT MOJIEKYJIaMH

U mu N, 4To j HeHTp 3aHAT MOJeKynol V cooTBeTcTBeHHO. Toraa ncnosib3ys (2), MOXKHO 3amucarhb

BBIPpAXKCHUA JJISI KOHLICHTPALIUKN MOJICKYJIAPHBIX (1)OpM hl' B CJICAYOIIEM BU/JIC:

n
h.(u,t) = H1ij’
j= J
) 3
h,(u) = HlLf'j’
Jj= J

BblpakeHus [JIs CTAllMOHAPHOW KOHIIEHTpaluu 06o03HaueHsl A (u). Bee 3" BbIpakeHHH ABISIOTCS
BCEBO3MOKHBIMH IIPOM3BENECHUAMMU 71 DJIEMEHTOB, IPUHUMAIOIUX 3HaueHus Doj, Dy, Dy u Loj, Lyj, Lo;
(G =1, 2, .., n). B xa)KI0M KOHKPETHOM CIly4ae CBA3b MEXIy [ U 3HAaYCHHUSAMH f; MOXKHO 3aJaBaTh
NIEPEYNCIICHUEM.

MopennpoBanue IHHAMHMKH M CTATHKH MOJICKYJISIPHBIX (pJOPM KaIbMOLYJIHHA

Opranuzanyst TMOBEICHHS MMAapaMElMi MNPOUCXOJUT 3a CYET IPOCTPAHCTBEHHO BPEMEHHOM
COOpraHU3allii aKTUBHOCTU 3(PPEeKTOpHBIX OenaKoB, (hepMEHTOB, HOHHBIX KaHaOB. OcoOyio posib B
9TOif COOpraHmM3aIiy UrpaioT HoHbl Ca’’, KOTOpbIE BIMSIOT HA MPOIECCHI, MIPOMCXOMIIIAE B KICTKE
yepe3 Kanbluil cBs3bIBaromue Oenku. OJHUM 13 Takux OenkoB siBisercs kaabmoaynul (KM) (Opiios,
1987; Ilepmsikos, 1985, 1993; Bonini et al., 1987; Evans et al., 1989). Uepe3 sToT 6enok noHamu Ca*’
MOJIyJIUPYETCS. aKTUBHOCTbh pa3jM4YHbIX »JJIEMEHTOB KieTku. I[Ipenmonmaraercs, 4Yro mo wepe
cs3piBanms Ca”” KM H3MeHseT CBOIO KOH(OPMAIIHIO, Mepexo/Is W3 OHOM MOIEKY/SPHON GOPMEI B
JpYyrylo, pa3luyHble ke MoJjekysspHble ¢opmbl KM akTuBupyroT ompexaeneHHsle 6enku (Opios,
1987; IlepmskoB, 1985). Homyctum, yto oOmmias koHueHTpanus kanpmonyianHa [KMO] namuoro

Oonpmie obmel koHmeHtpanuu R - [RO], Genka, aktmBHOCTH KOTOporo moayiupyercs KM. Torma
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U3MEHEHHS BO BPEMEHHU KOHIICHTPAIUK (H3HOIOTHYSCKH 3HAYMMBIX MOJEKYISIpHBIX opm KM, ot
2+
koHIeHTpanuu Ca” npu u = f(T) u cTarmoHapHasi 3aBUCUMOCTD (IIpH 7 = const, v = const) OyayT:
4
[KM, (4, t,)] =[KMO]-m; (u,t,), )
4
[KM, (u)] =[KMO]-m; (u),
rae u = [Ca2+]/max(Kj), T, =t-max(k’,); K;, k’- (G =1, 2, .., 4) paBHOBeCHBIE KOHCTAHTEI
i 2+
JUCCOLIMAIIMU M KOHCTAHTBI CKOpOCTel nucconmanuu peakiuu Ca™ ¢ KM,
. 4
mi (U,'C) = Hija
j=r
4 4 )
m; W) =11L,;,
e
Ha ©puc. 4a,0 mpuBemeHbl TEOpETHUYSCKUE TpapUKHd  3aBHCUMOCTH  KOHICHTPAIUU

2+ .
km; = [Km;]/[KMO] ot BpeMeHH NpU UMITYJILCHOM CKadyKe KOHIeHTparuu Ca” OT MaJbIX 3HaUCHUI

a 6
10
0.8
S
0.6
0.4
0.2
0.0 S
5 4 3 2 1
lg(v)

Puc. 4. I[I/IHaMI/IKa HU3MCHCHU KOHLCHTpAINN kmi Ipyu UMIIYJIbCHOM CKA4YKE KOHLCHTPALIUN Ca2+. n= O, v
— — )
=0, T =1t -max(k’,).
K OOJBIIUM M OT OOJIbIIUX K ManbiM u = f(t) a) u; = 0, up = 100, 6) u; = 100, u, = 0. Ha puc. 5
NPUBEJCHbl TEOpPETUYECKHE TpapuKH CTAlMOHAPHOW 3aBUCUMOCTH KOHIEHTpauuu km; OT
2+
KoH1eHTpauuu Ca™ . 1 B mepBoM U BO BTOPOM cilydae KOHLEHTpanuu 14 MonekyispHbix ¢popm (km-
km4) M3MEHSIOTCA OAHOTUITHO. DOpMa ATOM 3aBUCUMOCTH MMEET KOJIOKOJIOOOpa3HbIN BUII, KOTOPHI
MOKET OBITh OXapaKTepU30BaH aMIUIMTYAOM max(km;) W 3HauE€HUSMHU BpeMEHH (Ha KUHETHYECKHX
+
KpUBBIX), KOHLEHTpalUU Ca®" (ua CTAallMOHAPHBIX KPUBBIX), HTPHU KOTOPBIX JOCTHTAIOTCS
MaKCHUMaJIbHbIE 3HAUEHUS! KOHIICHTPALUH km;. 3HAUSHUsI KOHLEHTpauu km;. Ha puc. 6 npencraBieHs
3aBHCHMOCTH IOJIO)KEHHUH TOYEK MaKCHMyMa U MOJIyMaKCUMaIbHBIX 3HAYEHUH MOJI KaJIbMOAYJIMHA OT

koHuenTpanun V (Mg®)).
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AKTHBHOCTD AJCHUWJIATHUKJIA3

Hamu Obuta paccMoTpeHa 3aBHCHMOCTh aKTUBHOCTH ajeHuiarnukiasel (ATd-mupodocdarnmasza)

(AC) ot konuentparuu Ca’’. Y
p

1.0
{15
0.8}
kS
0.6}
04t
02t
0.0
4
5 - 15
“11-14
41 <510
31 1-4
“0

lg(umax’ uO 5)

VR
l9(v)

Puc. 5. 3aBHCHMOCTH CTaIlMOHAPHON KOHIICHTPAIMH

km; ot xoruenTpamuu Ca*". v=0, n=0.

Puc. 6. 3aBHCHMOCTb  IOJOXKEHHS  TOYEK
MaKCHUMaJIbHOH KOHICHTPAIMH KMy .14 - Umax U TOYCK
MTOJTyMaKCUMAJILHOTO 3HAYCHHsI KOHIEHTPAIUH kg, ks
- Up.5 OT KOHIIEHTpaIruu V (Mg2+).

napamenuii 31oT gepment akrtuupyercst Ca® uepes
KM. Ceroans onucano 3 paznuunbix AC (Gustin et
al., 1987; Mons et al., 1994; Watson et al., 1994;
Choi et al., 1992; Wu et al., 1993) c pa3HbiMuH
3aBUCHUMOCTSIMH  akTmBHOCTH d3THX AC  OT
xoHrentparmn Ca®. HaMmu MojydeHO BBIpaXCHIE,
OMMCHIBAIOIEe 3aBUCUMOCTh akTuBHOCTH AC oOT
koHuenTpammn Ca’':

[AC (u, 1,)] =[ACO] - mj(h, t,) - m{'(u)

I/ICHOHBSyﬂ 9TO BBIPAXXCHUC, MbI MOJTYYUIIU (I)OpMYJ'ILI 4 3aBUCUMOCTH aKTHBHOCTHU AC

o +
napamMevi OT KOHICHTpAIUI Ca2 . Ha puc. 7 NpCACTABJICHBI 3KCIICPUMCHTAJIBHBIC PE3YJIbTAThI U

TEOPETHYECKUE KPUBBIE 3aBUCUMOCTH aKTUBHOCTH AC 13 Mo3ra ObIka U mapameIrui.

AHaJOTUYHBIM 00pa30M OBLTH TOJIYYE€HBI 3aBUCUMOCTH aKTUBHOCTH GC OT KOHIIEHTpAIiu Ca*".

Ha puc. 8 MNPEACTaBJIICHBI 3KCIICPUMCHTAJIBHBIC PE3YJIbTATBI U TCOPCTUYCCKAA KpUBaAsA 3aBUCUMOCTU

+
akTUBHOCTH GC OT KOHIIEHTpALIU Ca*".
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Metaboan3m nukiandeckux monogocdaros. Meradoausm cAMP
[uxnmnueckuii agenozuaMoHodochar (CAMP) ydyacTByeT B peryssiiiui KJIETOYHOW aKTUBHOCTH

(Sutherland et al., 1965; Ivashkin et al., 1987). Hamu nomydeHbI BEIpayKEHUS ISl CTAIIHOHAPHON

100 g . 1.0 6

0.8 0.8-
Q O y
<06 <061 .
[ ]
0.4 0.4+
0.2 0.2
0 T T T T T T ) OO T T T T
-8.0 -7.5 -7.0 -6.5 -6.0 -5.5 -5.0 -75 -70 -65 -60 -55
IglCa®" ] IglCa®" ]

Puc. 7. 3aBucumocts aktuBHOCTH AC M3 Mo3ra 6bIKa (a) n napamenuii (6) ot konnenTpamuu Ca®’. Toukn

- DSKCIepUMeHTanbHble pe3ynbrathl Txauyk (Opmos, 1987; Gustin et al., 1987), cmromnHas muaws
TEOpeTHYeCcKasi KpuBasi.

Puc. 8. 3aBucumocts aktuBHOocTH GC mapamenuii ot

1.0- xoHrenTparuu Ca”". TOUKH - SKCIIEPUMEHTaNbHBIE PE3yIbTAThI

(Gustin et al., 1987) crutomHast TMHUS - TeOpEeTHYECKAst KPUBASL.

O 0.8 3aBUCUMOCTM U JMHAaMHUKH KOHIeHTpauun cAMP mnpu
0.6- u3MeHeHnn KoHnentpamuu Ca”’.

Mertabonusm cAMP omnpenensaTcss aKkTUBHOCTBIO

o4 . ® anenmnariuknassl (EC 4.6.1.1, ATP pirophosphat-liase-

0.2 cyclizing-AC ~ ATP-nupodocdarimazel)  (AC) u

0.0 ) . dbochoanrcTepass (3’:5’-AMP, 3.5 GMP-

7 -6 -5 -4 -3 -2

IgC 5 2 nykneotuaruaponassl) (PDE), akTMBHOCTP KOTOpBIX B
gcCa

CBOIO ouepenb MOJYJIUpYETCs Kb
KaJIbMOYJIMHOBBIM ~ KomIuiekcoM  (Oprnos, 1987). Kpome Toro, axtuBHocTh AC MOXeT
MOJYJIMPOBAThCA YEPE3 PEIENnTOPHBIN BX01 U MOryT cymectBoBaTh AC u PDE, akTHBHOCTh KOTOPBIX
MOJYJINPYETCSl Pa3/InYHBIMU, HE TOJIBKO Ca®’, muranzamu. B KBa3MCTAIl[MOHAPHOM MPUOIMKEHUH,

KOI'la CKOPOCTH U3MEHEHHS KOHIeHTpanui KoMIieKcoB [ATPAC], [cAMPPDE] manbl, TOJy4UM:

[ATP]-[AC*]

J—k4 [eAmp]- — PPE”]
K, +[ATP]

d
dt[CAMP]_k’}( ‘m’ (5)

rac K]:(k_1+k3)/k1 . Kzz(k_2+k4)/k2.

CranumonapHoe pemieHrue ypapHeHus (5) Oyer:
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o KA ©)
1-k-A
rae z = [cAMP]/K,, A = [AC*]/[PDE*], k = k3-/ks, [AC*] = [ACO]-f; (Ca2+), [PDE*] = [PDEO]-g(Ca2+).
Ucnionb3ys Gopmynsl mis PDE, aktuBHOCTH KOTOpOi Moaynupyercss KM ¢ 4 cBsi3aHHBIMH HOHAMH

2+
Ca”’, zanmmiem

[KMO]-li[LLj .
2(Ca™ ) =(1-st)- [ 1 : Jl_ILLjJrsz, (7)

Kppe +[KMOT-T ] L, |

Jj=1
rae Kppg - paBHOBECHas KOHCTAHTa JMCCOIMAIMM peakuuu KomruiekcooOpazoBanus KM c¢ PDE,
[KMO)] - obmas xonueHtpanus KM, s - mocTosHHBINA ypoBeHb akTuBHOCTH PDE.

Jlnst AC, akTHBHOCTH KOTOpPHIX Momymaupyercs KM ¢ 0, 1, 2 cs3ammeiMu wmonamu Ca”’,

3aluIICM:

[KMO]-

H La(i,./’),./

k4
i=0 j=

k

4
K, +[KMO]- ZHLM.M

i=0 j=1

i=0 j=l1

f(Ca*)=(1-s1)- {

JiﬁLa(l NV (8)

rae K4c paBHOBeCHas KOHCTaHTa JMCCOLMAIMKM PEakiuM KoMmiuiekcooOpasoBanus KM ¢ AC, st -

MIOCTOSIHHBIN ypoBeHb akTUBHOCTU AC.

Puc. 10. I'paduku 3aBUCUMOCTH
_10r AC CTalMOHApHOro 3HaueHus [cAMP] ot [Ca®"] ans
x 0 pasubix AC npu onpeieIeHHbIX 3HaYeHusIX A. s
T 9 ACy L = 0222, s ACy A = 0.63, wis AC, A=
I 0.88 (momyueno u3 ypasHenui (12), (13), (14)).
= 6r Ha puc. 10 IIPEICTABIICHBI
4+ TEOPETUYECKUE KPUBBIE 3aBUCUMOCTHU
5 AC = 0.63 % = 0.8 KoHueHTtpauuu cAMP oT KoHIIEeHTpauu Ca’"
L ] : 2
IPU Pa3HBIX TUIAX 3aBUCHUMOCTH aKTHUBHOCTH
0 N N N N J
-4 -3 -2 -1 0 1 AC OT KOHIIEHTpaIuu Ca®".
lg(u)

Hamu Obuii moONy4eHBl aHATOTUYHBIC

BBIPQKCHHS IS 3aBHCHMOCTH KOHIeHTpauni cGMP ot koxnentparun Ca’.

DyekTpodu3noJIorHYecKe HCCIe0BaAHNsI BO30y1nMoii MemOpanbl P. caudatum

VY P. caudatum mortenimman mnokosi cocraBnser 25-30 mB (Kamada, 1934; Yamaguchi, 1960;
Kinosita et al., 1964; Naitoh et al., 1972). IIpu ocymectBnenun peaxkiuu usderanus (PW) napamennit
B HaYaJIbHBIH MOMEHT BpPEMEHH NPOUCXOAWT OOpaIlCHWE HANpaBICHUS OWCHHUS pPECHUYCK,
00ycIIOBIIEHHOE TeHepaluen kanpiueBoro craiika (Kung, 1975; Kung et al., 1992; Kung et al., 2000;
Machemer et al., 1975; Machemer et al., 1989; Eckert, 1979; Adoutte et al., 1980, 1981; Hinrichsen et

al., 1990,1993; Jaren et al., 2000). Ha puc. 11 npencraBieHo n3MeHeHUE TpaHCMEMOpaHHON Pa3HOCTH
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Puc. 11. Usmenenue
TpaHCMEeMOpPaHHON pasHocH
noteHnuanoB P. caudatum B oTBeT Ha
MIPSMOYTOJIEHBIA UMITYJTBC TOKA.

l iy
T A
v L
l —
' \/——/

l i i ] i e e g
_ IlO mB
. 0lc

Y e P N

VIV,

1 i

A

0.5 |

0 0.5 | 1.5 t(0.1¢)

Puc. 15. 3aBUCHUMOCTh aMILUTUTY/IBI KAIBIUEBOTO crHaiika (V/Vmax) OT AIUTENEHOCTH pa3/pa)karoliero

uMIysabca Toka. - VI, =

14, @- Ul, = 45, B - I/I, = 5.5. AMmiuTyna oTBeTa HOpPMalM30Banach K

MakcuMaibHOMY 3HaueHuto. (Ha rpaduke mnpelcTaBleHbl yCpeJHEHHBIE JaHHbBIC, MOJy4YeHHble Ha 4-5

rapaMenusx).

noteHuuanos P. caudatum, monydyeHHOe HaMU, B OTBET HA MPSAMOYTOJIbHBIA UMITYJIBC TOKa. B oTBeT Ha
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JETOJISIPU3YIOIIMN UMITYJIbC TOKAa TEHEPHUPYETCS TpaayasIbHBIA CIIalK, O0YCIIOBJICHHBIA OBICTPHIM
BXOOAIIUM KaJIbIIUCBBIM TOKOM M 3aACPKAHHBIM KaJIMCBBIM TOKOM. 9T10T MNPUBOJAUT K YBCIUMUCHUIO
KOHIIEHTpAIlMU KaJbIMs B pecHUYKax. Jlamee TMOTEHIMaN yCTaHaBIWBAETCS BOJM3M TMOTEHIMAJA
mokosi, mpomcxomuT yxox Ca’” m3 pechmuex. IIpy 95TOM mapaMerysi COBEPIIAET CIOXKHOE
MaHeBpHpoBaHUe. B HauanbHBIE MOMEHT PECHHYKH PE3KO MEHSAIOT HampaieHHe 3¢G(HEeKTUBHOIO
ynapa, TmapaMmenusi HadyMHAeT JBUTAThCA 33aqHUM KOHIOM Brepen. Ocrambabie (a3t PU
pa3BOpAYMBAIOTCA Ha 3aJHEM (POHTE KaJIBIMEBOTO craiika. EcTh OCHOBaHUS moJjiarath, 4TO MpU
nojiaye TUIMEPHOIAPU3YIOIIEr0 TOKAa PE3KO YMEHbBIIAETCsl KOHUEHTPALUs KaJlbliUg B PECHUYKaX. DTO
MPUBOJUT K PE3KOMY YBEJIMYCHHUIO CKOPOCTHU JABMKCHUS MTapaMelHid.

Puc. 13. 3aBUCUMOCTL TOKa OT
NOTEHLMANa [0 MaKCUMAaJbHbIM (B U
ycranoBuBIuMcs 3HaueHusM (Jff) Toka

157 BO BPEMEHHOM HHTepBalie 25 MC.

1 : f HopmanbHbiii  pacTtBOp. YCpeaHEHHbIC

101 */ JaHHBIE, MOJyYeHHbIE Ha 3-5 KIleTKax.
(P. caudatum, t° — 18-20 C°).

Mpbl wuccienoBaad 3aBUCHMOCTD

Tox (nA)
(9]
= ~

+ MMapaMeTpoB KaJIbIIUECBOT'O cmaplka oT

JUTATEIILHOCTH pa3Ipaxaroniero

-5 umnyiasca. Ha puc. 12 npencraBieHbl

; ) T ) T ) T ) ! ) T ) KPUBBIC 3aBUCUMOCTHU AMIIIINTYAbBI
80 60 40 20 0 20 p Y
TTorenmman (MB)
pa3apakarolero UMITyJIbca TOKa MPSIMOYTOIbHOM (opMbl. [Ipu pa3HBIX aMIUTUTYAax pa3Ipa’karoliero

KaJbIIUEBOTO CIaiika OT IJIMTEIbHOCTH

UMIyJbCa OTBET JOCTUTaeT CBOEr0 MAaKCHUMAaJbHOTO 3HAUEHUs MpPU Pa3HbIX JJIUTEIBHOCTSIX
pa3apa)karoniero CTUMyJIa.

CeroiHst MOXHO TOBOPHTH, YTO y MapamMeluii BO30yJUMOCTh OCTPOSHA Ha JIMTaH] 3aBUCHMBbIX
kaHanax. [lpu reHepanuu MMIyJbca B OTBET Ha JCMOJSPU3YIOLIUMN TOK IJIABHYIO pOJIb HTPAIOT
KaJIbI[MEBbIE KaHaJbl, HHIMOUMpYEMble KalbIEM, M KaJheBble KaHaJIbl, IPOHUIAEMOCTh KOTOPBIX
YIPaBISAETCS KaJbIUEM YEPE3 KAIBMOAYJIMH. B OTBET Ha enosapu3yOINUN pelenTOPHBINA NOTEHINAI
YBEJIMUUBAETCS MPOHUIAEMOCTh KaJbIIMEBBIX KAHAJIOB, PACTET KaJbLMEBBIA TOK, NEHOJSPU3YIOINN
meMOpany. POCT KalbIHEBOTO TOKA MPHBOAWT K YBEIMUeHWIO KoHIeHTparmn Ca’’ B pecHmuKax.
Kanpuuit mHruOupyer KajablUEBblE KaHAIbl U 4epe3 KaJbMOIYJIUH YBEJIMYMBAET MPOHUIIAEMOCTH
KaJIMEBBIX KAHAJIOB. OTO NPHUBOJUT K BOCCTAHOBIEHUIO HCXOAHOro moreHuuana. [locie wero
KOHIIEHTpAllUsl KajblMs B PECHUYKAX BO3BpallaeTCs K HMCXOAHOMY 3HaueHuto. Ha puc. 13, 14
IPUBE/IEHbl BOJIbTAMIIEPHBIE XapaKTEPUCTUKH BO30ynnMoil memOpansl P. caudatum, mosyuyeHHbIE B

yCIIOBHSX (pUKCAlMK MOTEHITMAaa B pacTBope, comepxkamem 1MM CaCl,, 1 MM KCI, pH = 7.2.



19
Peryauposka Ca*" B pecHuYKax
B pa6ote (Hook et al., 1979) Obua nmpeasiokeHa MaTeMaTUu4decKasi MOJIENb JIEKTPOBO30YANMOMN

MeMOpaHBbI apamMelyi.

Puc. 14. 3aBucumocTh TOKa OT
MOTCHIMAa 10 MaKCUMAaJbHbIM (W) H
ycranoBuBiumMcs: ([l )3HaYCHUSIM TOKa
BO BpeMmMeHHoM wuHTepBase 100 c.
Hopmasnbnsiit pacTBop.
YcpenHeHHble JaHHbIE, MOJYYEHHBIE
Ha 3-5 xierkax. (P. caudatum, t° —
18-20 C°).

10+

Celiuac ecTh HOBBIC JaHHEBIC,

KOTOpPBIC IIO3BOJIAKOT IO HOBOMY

MOJOMTH K TMOCTPOCHUIO  TaKou

50 40 30 20 -0 0 womemn.
Iorenuman (MB) Jlunamuka n3menenust Ca® B

OTJIEIbHON PECHUYKE OYET OIUCHIBATHCS CIEAYIOIIUM YPaBHEHUEM:

d[Ca™] _ S,

N Se (1, 1 1, V(G CMO). ©)
Z.

Vi

N
rae Vi - 06beM, a Sy - IIomanh MOBEPXHOCTH pecHuukH, |2, 14 1L - Ca® Toku: uepes kaHaibl
MACCUBHOTO TPAHCIIOPTa, aKTUBHOTO TPAHCIIOPTA U TOK U3 PECHUYKH B TEJIO KIETKH COOTBETCTBEHHO,
u 2+ 2+ 2+
I ¢, - Ca” tok yreuku. J([Ca™" ],[CMO0]]) cBs3biBanue Ca”™ KaabMOIYIHHOM.
2+ o
VYpaBHeHus: AuHaMHKU KoHLeHTpauuu Ca” B pecHHuKax (u), TpaHCMEMOpaHHOM pa3HOCTU

INOTCHIIMAJIOB (\ll), MOXET OBITh MMpeaACTaBJICHA CICAYIOIMIEM BUC!

d—w:ka-u-(l—co)—kb-m,
dn

d—c:—c-cacO- " +(1-o0),

n cTu

@=k~(l—v1)-cm4—n~vl, (10)
dn
du=s-[—b-(c(u)~v(\|/)+vscta)-(\y—0.5-ln(u‘”"D—B-oo+vCat-v,(\u)~(\y,r—O.S-In(uD],
dn u u,

dT] t

dy =—p-((=b-(c(u)-v(y) +vsc’a)—vCah-vh(w))-[\y—o_s.m[”omn_’
u
—bl-(vK(\u)+cha-vl,((u,w)+v‘}<’)‘(\y—\|/,<)+]0)

e n=k~/n, k=k*-[CMO0]/ n~, vl=NI/N, em, =[CM,]/[CM00], [CMOO] - obmas

KOHUEHTpalus KanpMoxymuna, y=V, -F/R-T, o=NJ /N2, n=n-t, ka=k; -Kg, | n°,
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kb= (k, +kP)YI n°, u=[Ca*" /K, c = [Cl/[CO], kc = Kc/Kcm, cacO = [CaCOl/Kcc.

Torenuuan (y)

Puc. 15.

2+

Konnenrparms Ca  (u)

Puc. 16.

N W
S [
1 |

2+

Konnentpamus Ca  (u)
[y} (U%]
(e S

10+

Iorenuuan (y)

50
0.0 —
E 401
'S
-0.51 2 309
=
3 204
3
-1.04 g 104
z
2 0
0 5 10 15 0 5 10 15
Bpewms (n) Bpemst (n)

Peaxrmust Moienu Ha cTyneHYaToe U3MEHEHHE Jenoisipusyroniero Toka (1).

0.8
o)
'3
2 0.61
=
=1
<
=
5 0.4
=
=
S
4
0.2 T - .
-1.20 -1.15 -1.10 -1.05
Torenuuan (y)
-1.104
0.8
0.7
=-1.12+
0.6 ot
g
0.5+ g
& -1.14+
0.4 =
0.3
T J -1.16 T )
0 5 10 0 5 10
Bpems (1) Bpems (n)

OTBeT MOJIENN Ha THIETIONSPHU3YIOLIHE UMITYJIbChI ToKa [, =2 .
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801
3 60-
N
S
= 40
=
=
8
£ 201 -0
[0}
=
5
<2 0
-1.5 -1.0 -0.5 0.0 0.5 1.0
[Motentman (y)
1.0~
801
0.5 —
2
:} 0.0 (t'm 60
3 ~
g -0.51 E 404
s &
S -1.04 =
= S 201
ol
-1.54 S
0 10 20 30 40 % 10 20 30 40
Bpewms (1) Bpems (n)

Puc. 17. ABToKone6aTeIbHBIN PEXXUM MOJCIIH.

MeHsist aMIIIUTYly BHEIIHETO TOKa [, Mbl HCCIIEOBATIM AUHAMHKY [TOBEIeHUs ypaBHeHUH (16)
IIPY HadaJbHBIX YCIOBMSX, COOTBETCTBYIOUIMX HynaeBoMy 3HaueHuto [,. Ha puc. 15 mpexacrasnen

(a30BbIe TPAEKTOPUU Ha IIOCKOCTU NEPEMEHHBIX U, \Y, NOTCHIUAIBHBIE U TOKOBbIE OTBETHI HAILEH
Mozenu (ypaBHeHus 16) mpu cienyrommx 3HadeHusx napamerpos: u, =0.07,u,,=1000, vy, =-0.1,
s =115, p=017,b =9, B = 0.1, cacO = 12, vKca = 2, vCah = 1, b1 = 25, kb = 0.2, ka = 0.1,
vy, =0.01, v =0.3,vCat=4,p =0.2, m = 1, kka = 0.1, kkb = 0.5.

B otBer Ha Aenosispu3yOIIME HMMIOYJIbCHl TOKa HAalla MOJENb OTBEYAET TI'pagyalbHbBIMU
OJIMHOYHBIMH HMITYJIbCAMU W3MEHEHHUs KOHIIEHTpanuu Kanblusg. Ha puc. 16 mpuBeaeHBI OTBETHI
Hallell MOJEeNM Ha TUIEPIPOJISIPU3YIONIMEe HMIYJIbChl TOKa. B OTBET Ha THUIEPHONSPHU3YIOIINI
UMIyIbC TOKa (popMHpYyeTcs OTpULIATENbHBIA HMIYJIbC KOHIEHTpamus Kanblusa. [lpu u3meHeHuu
COOTHOIIIEHUSI KaJHEeBOW M KaJbIUEBOW MPOHUIIAEMOCTH MOJETh MEPEXOIUT B aBTOKOIEOATETbHBIN
pexxum. Ha puc. 17 mpencraBineH (a3oBblii MOPTpET M KoJeOaHUs KOHIICHTPAIMHM KaJIbIUS |
noTeHImana npu bl = 15, ocTaspHBIE TTapaMeTphl UMEIOT T€ K€ 3HAYCHUS, YTO W B MPEIBIAYIIEM
cinydae. Takum oOpa3oM, MOKHO BUJETh, YTO Halla MOJEIbh Ka4eCTBEHHO XOPOIIO BOCIPOU3BOIUT
JUHAMUKY TIOBEICHUS BO30YIMMON MeMOpaHbl apaMeluii. B 0TBET Ha JEeNOIsIpU3yIOIINUe UMITYIbChI

TOKa TEHEepUpYeTCsl TpalyalbHbIM KaJbI[MEBBIA CMalK, Ha THIEPHOJSIPU3YIOIINE HMITYJIbChl TOKa



22
TEHEPUPYETCS OTPULIATENIbHBIN KaJIbIMEBbIA cnailk. [Ipu ompenesieHHOM U3MEHEHHH NapaMeTpoB
MOJIEJIM OHA MEPEXOUT B aBTOKOJI€0aTENbHBIN PEXKUM.
MopennpoBaHue ABUraTeJbHBIX PeaKIuil napaMenuii
MexaHu4eckasi MoJeJIb TapaMelnu
JUis  MojenupoBaHMs JIBUTAaTENbHOM aKTUBHOCTM TapamMeluid HaMu Obula IOCTPOEHA
MeXaHu4eckass Mojenb. B 3Toil mMomenu Teno HWH(Y30pUM TPEACTaBIsIETCSs KaK Imap C JABYMs
ycnoBHbIME "pecHnukaMu". Hanpasienue 3¢ (eKTHBHOTO yapa 3THX YCIOBHBIX PECHUYEK COBIAIAET
C HaIlpaBJIEHUEM PACIPOCTPAHEHUs METAXPOHAJIBHBIX BOJIH. J[BHXKEHHE 3TOro mapa B J1aOOpaTOPHOM

CHCTeMe KOOPAHMHAT (¢') OIUChIBACTCS YPABHCHHEM:
—1
—1
v =F /6-n-u-R35,

rac F - CHJia, co31aBacMasi pCCHUYHBIM ABUIaTcieM, V - CKOPOCTH IBHIKCHHUA KIICTKH, R3K - paauyc
mapa, | - JMHaMU4YCCKasA BA3KOCTH BOABI. Ecimm BCKTOpP F OIpCACIICH B CUCTEMC KOOpJAUHAT, KECTKO

. 2 r=a,
CBSI3aHHOU C TEJIOM KJISTKH (e”), TO BeKTop F B e’ paBeH:

—1 —2
3

F'=A".F
rae A?' - MaTpuIa HANPABJIAIOMIUX KOCHHYCOB.

Chna F cosmaercs PECHUYKAMH, COBEPIIAIOIIMMHU KOJeOaTeIbHbIE IBM)KCHUS, KOTOPHIE MOKHO
pasnenuTh Ha ¢a3zy ynapa u ¢daszy Bo3Bpara. TAroBoe ycuiaue 3TOT0 PECHUYHOTO JBUTATENs
oOpamiaercss B HyJb IIPU 4acTOTe HE paBHOU Hymo. CBA3aHO 3TO, BUJMMO, C TEM, YTO MPHU MaJbIX
yacToTax KoyieOaHMM pecHUYeK JUIMTEIbHOCTH (a3 ynapa U BO3BpaTa CTAHOBSTCS OJMHAKOBBIMH IO
BPEMEHM M 3TO NPHUBOJUT K TOMY, YTO TATOBOE YCHUJIME, PAa3BUBAEMOE PECHUYHBIM JBUTATEIEM,

HpI/I6J'H/DKaeTCH K HYIIIO. I[J'IH CHUJI U MOMCHTOB B ez MOZKHO 3aIlIMCaTh CJICAYIOIIUC BBIPAKCHUS:
2 _
F1 =% f- (COS((X1) + COS(OLZ)),

Fz2 =Yo-" f -(sin(og) +S.n((12)),

Fz=0,
M12 =h,-y,- f-(dn(a,) —sin(a,)), (11)
I\/Iz2 = _hz Yo f '(COS((X1) - COS(OLZ)),

S
1

_h1 Yo f -(sin(oc1) +sin(oc2)),
©2=M /8 m-p-R,
—2 __2/

vVi=F /6:mt-n-R,.

[Tpu mocrossHHBIX F u M mapameuus OyaeT ABUraTbcs IO CHHpANbHOM TpaekTopuu. s

paauyca (R) u mara (H) ciiupaiabHOW TPaeKTOPUU HAMU OBLITN TOJIYYCHBI CIICIYIONINE BRIPAKCHHUS:
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B 8-m-RZ -t
©3-h, - ((tgB)” + K,y - (Sin@)?)

4-R: -sin(a) - Jk,,
3-h,-((tB)* + k., - (sina)?)

(12)

e o = (to)2, B = (a,-0)/2, ki, =(hl/ h2)2. o,,0, - HampaBieHHs 3(p(EeKTUBHOrO yaapa

PECHUYCK HA pa3HbIX CTOPOHAX TCJIa HapaMCLIHfI.

1,00 n=0.02v=01 A max(K) = 7#10-7M
AC + GC
1 3

0,8+

< 0,61
)41
J,2-
0,0 T T T 1
-2 -1 0 1 2
lg(u)
3] B
= =3
1.0 Ci 4.5 3
-4 0.0

R 5 4

-6
log[C4" ]

Puc. 18. 3aBUCHMOCTS 9acTOTHI OMEHUS PECHUYEK OT KOHIICHTPAITUN Ca*.
a) B - sxcnepumenTanbHble pe3yiabTathl (Nakaoka, 1984), crioniHas TUHHS - TeopeTHdeckas Kpuas; 0) mpu
Pa3IMYHBIX 3HaYeHMAX akTUBHOCTH AC B) IIpH pa3iuvHbIX 3HaueHUsIX akTuBHOCTH GC u = [Ca2+]/rnax(Kj).

Kpome Toro, Hamu ObLIM TOSydeHBI (OPMYJIbI, KOTOPHIE MO3BOJIAIOT MO XapaKTepUCTHKAM
JIBUKEHUS napamenuii (v, R, H) monyuuts yactoty u HampasiieHus: 3QpQEeKTUBHOTO yaapa peCHUYEK.
Yacrory OueHus pecHMYEK - f M HampaBieHHUs 3()(PEKTUBHOrO yaapa pecHHUYEK - O, O MOXKHO

MOJTYYUTh TIO CIEAYIOIMM (popmyrnam:
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Puc. 19. DxcnepuMmeHTaJbHBIE 3aBHCMMOCTH XapaKTEpUCTUK IBWXKEHHs Paramecium caudatum ot
BpEMEHH NPH BBINOJIHEHUH peaknuu nzderanus B pactsopax A-I') 1 MM CaCly, 26 MM KCI, pH = 7.2.; 1-3) 1
MM CaCl2; 16 MM KCI; pH = 7.2. (Kaxxgas Touka moyryaeHa Ha OCHOBE YCPEIHEHHs Pe3yIbTOB, IMOTYIEHHBIX
Ha 6 - 15 kneTkax. Bee nmHElHBIE pa3Mephl JaHBI B OTHOCUTENBHBIX equHuIa L (JuiHa Telra KIeTKH), BpeMs B
c.
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[
Il
N

- X,

<+ u=0.6

WN 4/ u=03

G u=045
s e e — S —— g
u=20.15

Puc. 20. PacuyeTHble TPACKTOPUM ABIKCHHS MOJCIH MPH PA3IHYHBIX 3HAYCHHsX KoHueHTparmu Ca®’ B
pecumukax. u = [Ca® )/Kewm.

Puc. 21. PacueTHble TPaeKTOPHH JBHKEHHS MOJIEIN MPH UMITYJIbCHOM H3MEHEeHHH KoHueHTpamun Ca’’ B
PECHUYKAX.

3-1-R, - 4.1 RZ+H? 64.-1> R, - H?2
f:LLM'Vz'\/ K T+ 2 i =y 2z (13)
Yo H 9-hy,-(4-1°-R°+H")

IIpu H=0
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f:%u-co-l?. (14)
0

[nst yriioB o, o:

= atan 8 m Ry H +asin 16-7" Ry R 15

“ = 3.-h,-(4-7°-R*+ H?) 3h (42 R1HY) 1D
_ 16-7° - R - R 8- n-R-H

o, =asn —atan (16)

3-h-(4-1°-R*+H?) 3-h,-(4-n°-R*+H?))

Ha puc. 18 mnpeacraBieHbl SKCHEPUMEHTAIBHBIE M TEOPETUYECKHUE JaHHBIE 3aBUCHMOCTHU
4acTOThl OMEHUs peCHUYEK (f) OT KOHIEHTPAIUU Ca*". Pa3paboTanHble HAMU METOJUKHU UCCIIEOBAHMS
JIBUTaTEIbHOM aKTUBHOCTHU ITAPAMELUN MO3BOJIIIOT C XOPOIIEH TOYHOCTH U3MEPSTh V4, R, H, a mo Hum
MOJTy4aTh f, O, 0.

Ha puc. 19 mnpencraBieHbl SKCIEPUMEHTAIBHBIE JAHHBIE 3aBUCHUMOCTH XapaKTEPUCTHK
nerkeHus P. caudatum mpu BHIMOTHEHUHM UMU 3aTSHYTON peakiuu n30eranus, KoTopas HaOIo1aeTCs
B pacTBopax ¢ moBbllieHHON KoHmeHtparueir KCl. Ha ocHoBe skcnepuMeHTANbHBIX JaHHBIX HaMU
OBLIIM OIIPEJIEIEHbI TapaMETPhl, BXOAAIIUE B HAILLY MOJEIb.

[Tocne Toro, kak mapameTpbl MOJENU OBUIM ONPEAETICHBI, Mbl HCCIEIOBAIN JBHUTATEIbHYIO
AKTUBHOCTP HAIIEH MOJIENH MPH PA3IHUHbIX 3HAYCHHSX KOHIeHTpamuy Ca® B pecrmukax. Ha puc. 20
IIPUBEECHBl PAcUETHBIE TPACKTOPUM JBW)KCHMs HaIle MOJEIM IPU Pa3iIMyYHbIX 3HAYECHHAX
KOHIIEHTPaLHH1 Ca®" (u) B pecamukax. Ha puc. 21 mpuBeneHbl pacyeTHBIE TPACKTOPUM JBUKECHUS
MOJIENIA TIPH MMITYIbCHOM H3MEHEHHH KoHueHTpammn Ca’ B pecHmuKax. B HauambHBII MOMEHT
BPEMEHU KOHLIEHTpalUs KalbLUs CKAaYKOM MEHSETCA A0 YPOBHA Uy M 3aTE€M II0 DJKCIIOHEHTE C
ONPENEICHHBIM T BO3BpAaIlAeTCs K MCXOJHOMY 3HAa4yeHHWIO. Pacuersl MOKa3bIBAaIOT, YTO HAYaAIbHOE
3HAYEHME U U T ONIPEACIIAIOT YroJl, Ha KOTOPHIM TOBEPHET MapaMeLysl.

AHaJIM3 peaknuu 000POHUTEIBHOI0 YCKOPEHHA

OpnHoli M3 ABUraTeNbHBIX PEAaKIMH, MOCTPOCHHOM Ha YNPABICHUM DPECHUYKAMH, SIBISAETCS
peakusi oboponutensHoro yckopenus (POVY) (Jennings, 1906; Cepasun, 1967; Naitoh, 1974).
HecMoTpst Ha TO, 4TO IBUTaTeIbHBIE PEAKIMU MapaMEMK HCCIEAYIOTCS YK€ JaBHO, HAM HE yIalOCh
HalTH KOJUYeCTBEHHBIX XapakTepucTuk POY. He sicen moka nu MexaHu3M 3TOH peakiuu.

POY - 53T0 oTBeT KIETKM Ha MEXaHHYECKOE pa3pakeHue ee 3agHero konua. Ilocne
pazipakxeHus1 CKOPOCTh €€ JIBMIKEHHS PE3KO YBEIIMUMBAETCS, a 3aTEM CIAJAeT 10 HAYaJIbHOTO YPOBHS.
Ha puc. 22 nans! rpaduky n3MeHEeHUs! CKOPOCTH IBUXKEHUS apaMmenuit (ycpenHeHnue mo 4-5 kieTkam)

B MOMCHT OCYLICCTBJICHUSA POY IIpU pa3HbIX TCMIICPATYpaXx.
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Puc. 22. I'padpuxu
Paznpaxenne W3MEHEHUS] CKOPOCTH JBHKEHHSA P.
! caudatum npu BemonHeHnn POY B
HOpPMaJIbHOM pacTBope npu
Pa3IMYHBIX TEMIIEPATypax.

-
(4]
1

)

—
o
1

[lpu  rtemneparype 12°C

napamMeuun NepeCTaroT

pc€arupoBatb Ha  MCXAaHHUYCCKOC

o
)
|

pasapaxKeHue, 1mjiiaBas nmpu 3TOM CO

CkopocTthb ABH:KeHHA (V

I
I
! cpeaneit ckopoctbio okoino 0.3
]
1

MM/C. MOKHO TPEANOI0KUTH, YTO

o
o

02 04 06 0.8
Bpems (¢)

o
o

OCHOBHBIM TOKOM, OIpPEAEIAIONINM
yMeHblIeHHe KoHIeHTpaun Ca®’ B
pecHuukax mnpu 3anycke POV sBisiercst Tok Ca* u3 PECHUYEK B TEJIO KIETKH.

Ectb ocHOBaHMs ToOjaratb, 4TO B OCHOBAHWW PECHHYKU CYIIECTBYET OCOOBIH CEJCKTHBHBIN
¢wibTp. O6 3TOM rOBOpAT cieayromue AaHHble. Ilpu 3amycke peakuuu n30eraHus KOHLEHTpPALUs
Ca®" B pecHMUKAX yBENMUMBACTCS HA JBA MOPSKA M 3aTEM BO3BPAIIACTCS K MCXOJHOMY ypPOBHIO. B
JENOJSPU3YIOIUX PAacTBOpPaxX MPOJOLKUTEIbHOCTh MOIMATHOTO JIBUKEHHUSI MOXKET COCTaBIATH Ooiiee
100 c. (Hildebrand, 1978; Doughty, 1978). 310 3Ha4uThH, YTO Ha 3TO BPEMsI KOHIICHTPAIIUI Ca’ B
pecHHYKax MpeBbimaeT KoHuentpanuio Ca’’ B Teme KieTkn Ha mopsakd. Ecim 6Bl B OCHOBaHHH
PECHHUKH He GBIIO CENeKTHBHOTO (GUIIbTpa, TO KOHIeHTpamus Ca’ B PECHHUKAX JOCTATOYHO OBICTPO
(3a Bpemss Menee 20 MC) CpaBHHBAIAch ObI ¢ KOHIEHTpammei Ca’ B Telle KICTKH, H HHKAKOTO
MPOIOKUTEIHHOTO TOMSTHOrO ABIKCHNS He ObUI0 ObL SIBmssch Gapsepom mrs Ca®’, 31oT bt
AIIEKTPUUYECKH HE M30JIMPYeT PECHUYKY OT Teda KIeTkH. [lo m3MepeHusM eMKOCTH KIIETKH Oblia
IIPOBEJIEHA OLEHKA DKBUIIOTCHIIMAJIBLHOCTH €€ LIMTOIUIa3Mbl. BbUIO MOIy4YeHO, 4YTO BCS LMTOIUIA3MA,
BKJIIOYasl UTOIIA3My pECHUYEK, dKBUNOTeHIHaIbHa (Dunlap, 1977). OTo 3HauuT, 4TO 3TOT QUILTP
XOpOIIO TPOHWIAEM s KAaKMX-TO HOHOB, Hampumep K'. KpoMe TOro, pecHHMUKH SBISIOTCS
HenpepbIBHO padoTaronmmu 3pdexropamu, norpedisromumu ATP. B pecHUUKax HET MUTOXOHAPHIA,
OHM pacnoJjiararorcs B Tene kiueTku. CnenoBarenbHo ATP nocTymaer B peCHUYKHM U3 Tena KIETOK, a
ADP u3 pecunuek B Teno kieTku. Takum oOpa3zom, pUIbTp, pacroI0KeHHbI B OCHOBAaHUH PECHUYKH,
XOpOILIO MPOHULIAEM JJISl OJTHUX UOHOB U IJIOXO MPOHULIAEM JIJISl IPYTUX.

MOXKHO MpPEMONOXKHITh, YTO TPOHHUIAEMOCT 3TOr0 (umbTpa i moHoB Ca’’ 3aBucuT OT
Pa3sHOCTH MOTEHIIMAJIOB Ha IIUTOIIa3MaTHYECKOH MeMOpaHe.

AHaJau3 ABUKeHHUs NapaMeluii o Tumy "croxacTuyeckuii Kiyook"
[Tpu ABMKEHMHU MIIapaMelMil MO TUITY CTOXAaCTHMYECKHM KIyOOK CKOPOCTh IBUKEHHS KIETOK B

HCCKOJIBKO pa3 MCHLBUIC YEM B HOPMAJILHOM PAaCTBOPC. Camo ABWIKCHUC COMPOBOXKIAACTCA JOCTATOYHO
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4acTOM CMEHOM Iara, pajnyca Cupaii U OPUEHTAIlMU TJIaBHOTO MOMEHTA. TakoW THIT IBUKEHUS
MBI HAOJIOJANM y XOPOIIO aJalTHPOBAHHBIX K KYJIbTYpPaIbHOW Cpele mapaMenuid, OTHOCUTEIbLHBIC
CMEUIEHUs NapaMeluii Py 3TOM MUHUMAJIbHBI.

Puc. 23. 3aBucumocTs YIJioB oy, O, OT
KOHIICHTpaL! Ca* IIpU  ABYX  YPOBHSAX
1.0

aktuBHocTH AC (¢ =1,¢=0.01).

Ha puc. 23 npezacrasiena 3aBUCUMOCTb

e
W

2+
VIJOB O U O OT KoHIeHTpamuu Ca”™ npu

IByX ypoBHsAX akTuBHOocTH AC ¢ = 1, ¢ =

0.01 (momyuyeno Ha moxenu). Ilpu BbicCOKOM

o, o (pan)
=)
()

1

e

W
T

g
*.

n ypoBHe aktuBHocTH AC (¢ = 1) w

-1.0 . , xonuentpaunu [Ca’’] = 0.6 yrusr o = 0.85,

-10  -08 06 04 -02 0.0
lg(u)

paanycoM U OOJBIIMM HaroM), mpu Hu3koMm ypoBHe aktuBHOCTH AC (¢ = 0.01) u [Ca2+] = 0.15 yrusl

op = -0.55 (aBMXKEHUE TIO CIIUPATU C MAJIBIM

o) =-0.05, o, = -0.06 (nBMXKEHHE TO OKPYKHOCTH C IIaroM OJM3KUM K HyJ0). Ceiluac MOXKHO
CKa3aTh, COIOCTaBIsAsA pacyeTbl Ha MOAYIM C OKCIEPUMEHTAIBHBIMU pPE3ylbTaTaMH, 4YTO
OKCIIEPUMEHTAJIFHO HAOIOaeMbIe TapaMeTphl JBMKCHHS TapaMeluii 0O0yCIIOBJICHBI Pa3HBIMH
ypoBHsiMH KoHreHTparmu Ca>” 1 pasHbiMu ypoBHsiMu akTrBHOCTH AC.

B mpencraBieHHON HamMM MOJENTH TOKAa HE YYHMTHIBAIOCh, YTO PA3HOCTh MOTEHIIMATIOB Ha
[UTOIJIa3MaTU4Yeckold  MeMmOpaHe HempephiBHO  (GurokTynpyer. DmiokTyanuu  MeMOpaHHOTO
MOTEHIMAA MapaMenuii uccienoBaiuck B padore (Majama, 1980). Ilpu duroktyaniuu MeMOpaHHOTO
noTeHnuana Ha A@ = £5 MB KoOHIEHTpauus KaubIusl J0JDKHA (IIIOKTYHPOBATh A[Ca2+] =42:10"M
IIPU CPEIHEM 3HAYCHUU [Ca™]=43-10"M.

®urokryarun KoHieHtparmu Ca®™ B pecHIUKaxX GyIyT IPHBOLUTH K (IIFOKTYAIHSIM [apaMETPOB
JIBUKEHHS. DTO B CBOIO OUYEpellb MPHBEACT K TOMY, YTO TPACKTOPHS JBMKCHHS TapaMenuii Oyjaer
HANIOMHMHATH "CTOXACTHUYECKHH KIyOOK'", BO3HUKAIOIIUN B pe3yabTaTe OOJBIIMX M3MEHEHHI IIara u
paauyca CriupalbHON TPAeKTOPHUH.

Teopernueckass MHTepnpeTanusi ABUraTejJbHOH akTHBHOCTH Paramecium caudatum Bo
BHEIIHEM JJIEKTPHYECKOM TMo0Jie M TPAIHEHTHBIX TOJSIX KOHUEHTpauuii OMOoJI0ruYecKH
AKTHUBHBIX COCUHEHUM

TeopeTnueckrue pacueThl MOKa3bIBAIOT, YTO B TPAAMEHTHBIX MMOJISIX OMpEAETCHHBIX (aKTOPOB,
CIIOCOOHBIX OKa3bIBaTh BIMSHHE Ha XapakTep OueHus pecHuuek, P. caudatum OyayT aBurarbcs 1o
rpaaueHTy 3Tux (akropoB. HampaBieHue nBmKeHUE OyIeT COBMANATh C HAMPABICHUEM YBEITHUCHUS
aMITUTYIbI  (DaKTOpa, YMEHBIIAIOIIETO YacTOTy OueHus pecHuuek. Hamu mpemioxkeH cmocob

ONHUCAHMSI OPHEHTUPYIOIIEro BO3JCHCTBUS 3JIEKTPHUUECKOTO MO Ha HH(Y30puu. PaccMoTpeHsl
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BO3MO)KHBIE MEXaHU3MBI JTOTO SIBJICHHA. OJTO IO3BOJMJIO IOJIYYHUTh KAadeCTBCHHBIM BHUJ BCEX
BCTPEUAIOUIUXCS IPU TalbBaHOTAKCHCE TUIIOB TPACKTOPUM KIETOK. XapaKTepHblE TPAEKTOPUU
JBWDKEHUS HHPY30pUid B IPUCYTCTBUH TakuX (pakTOpoB mokaszaHsl Ha puc. 24. Ha puc. 24a nmokazansl
TpackTopuu aBwxkeHUss P. caudatum Bo BHemHeMm snektpuueckoM mone (BOII), a puc. 240 B
rpaguente konneHTpamuii KCI.

Mexanu3mbl opuenTupytomero aeiicreusa BIII.

Mps1 oOHapyXwid, uyTo npu BKiIroueHnn BDOII kineTku mocie BO3MOMKHOTO KPaTKOBPEMEHHOTO
(1071 CeKyH/IbI) XaOTHUYECKOTO JBM)KEHUS HAUMHAIOT YIIOPAIOUCHHOE BPAIlaTeIbHOE ITOCTYNATEIbHOE
JBIDKEHUE. B ynpolleHHOM ciyyae XapakTepHble TPAeKTOPUM TaKOro JBHXKEHHs (cM. puc.25a),

SIBIISTFOTCSL PEIICHUEM CIISYIOIIErO YPaBHEHUS:
& -9+ M -sin(p) =0, (17)
rne & = 8-m-p- R:’q - K03 (ULIUEHT CONMPOTUBICHHUS, |L - TUHAMUYECKAsl BSI3KOCTh (H-C/Mz), Req—

SKBUBAJICHTHBIN paanyc KJICTKH, - YyroJl MCKAY HAlIPABJICHUCM OCH CIIMPAJIU U HAIIPABJICHUEM I10JI4,

4 Puc. 24. CrpoborpaMmbl IBUKEHUS

?’ Y Paramecium caudatum a) 2IeKTpUYECKOM

\ mote (E), MomeHT BKmoueHus mois BK,

orimroueHuss Ot, 6) B rpamuente KCI (8C).

, BK OT Yacrora crpobupoBanus 3 Bcr/c s a u 0.

Temmeparypa 18-20 °C.  ®ororpadpun

- MOJYYEeHbl B TEMHOIOJIBHOM MHKDPOCKOIE B

o suelike  pasmepoMm  53x21x0,1 MM ¢

MOCTOSTHHON u CTpOOOCKOTIMYECKOH

MOACBETKON (yactora Bemblmiek 3 ['m).

HanpspkeHue Ha SJIEKTPOJaX W3 IMIATHHOBOM

mpoBojiokn 5 B. Crpenku ykaspBaloT Ha

MOJIOKCHUE KIETKH B MOMEHT BKJIFOUEHHH

-~ nons. Karonm pacrmonoxeH —mapajuienbHO
npaBoMy Kparo GoTorpaduil.

BC S (po- HAYaJbHOE 3HAYECHHUE YIJIa B MOMEHT
BKJIIOUCHMS Tons, a Mg - aMIiudryna
MOMEHTa CHJIbl, BPAlIaOLIEr0 KIETKY B

| s BOIl. (B o6mem cnyuae Mg Oyzaer

= 3aBUCETH OT ().)

Pemenue ypaBuenus (23) npu Mg = const Oyner:

o(t) = 2 arctdtg(e, / 2) - exp(-M . -t/ &,)].
OTO ypaBHEHHE YIOBJIETBOPUTENIHHO ANMPOKCUMHUPYET TPAeKTOPHUIO ABMKeHUs uHOy3opuu B BOII,
€CIIM PeCHUYHBIN IBUraTelb cOO0MAaeT HHPY30pUH CKOPOCTh

v="F/E, & =8 1Ry



30
Hamu nmokaszano, 4To mpeiokeHHble MexaHu3Mbl BiausHus BOIIl Ha nBmxkeHue kietok P.
caudatum MO3BOJIAIOT MOJIYYUTh Ka4ECTBEHHBIN BUJ BCEX OCHOBHBIX THIIOB TPACKTOPUI MH(Y30pUii B
YCJIOBHSIX TallbBAHOTAKCHCA: Pa3BOPOT MO TOJIIO, JBMXKEHHE MO/ MOCTOSHHBIM YIJIOM K TOJI0 U
BpalleHUE BOKPYI BHELIHEH IO OTHOIICHHUIO K TEJIy KJIETKH OCU. MBI IojiaraeéM, 4ro MOTYT HUMETh
MECTO JIBa pa3iu4HbIX MexaHusma BiausHus BOII Ha TpaekTopum asuxenus uHdpyszopuil. I'paauent
MOTeHIMana OyJIeT OKa3bIBaTh Pa3IMYHOE BIHMSHUE HA YACTOTY OMEHUS PECHUYECK, PACIIOIOKECHHBIX C
Pa3HbIX CTOPOH (OTHOCHUTENIBHO 3JIEKTPOOB) Tesa napamenuu. Kpome toro, mapamenuu MOryT UMETh
COOCTBEHHBII 3apsijl, LIEHTP PACIONIOKEHHS] KOTOPOTo HE COBMAIAET C LIEHTPOM THIPOAMHAMHYECKOIO
conpotuBiieHus. OAHAKO OTHOCHUTENIbHAs BEIWYMHA BKJIaJa KaXKIOTO W3 HUX JOJDKHA 3aMETHO
3aBUCETh KaK OT HW3MEHEHUs HampspkeHHocTH BOIl, Tak M OT (QHU3HMOIOTHYECKOTO COCTOSHUS
UHY30pHH.
HccaenoBanue cucrem ynpasiasoumux Gpopmoii Teja napamenuni
JlaHHBIII TUN TOBENEHUs Napamelui B arapoBbix Kamwuisipax AK sBisercs cieactBueM
HaJU4Msl YCJIOBHM MPOCTPAHCTBEHHOTO OTPAHUYEHMs, KOTJa KJIETKa IEPEIBUraeTCs B TMOJIOCTSX,
XapaKkTepHbIE pa3Mepbl KOTOPBIX MeEHbIIE JUIMHBI Tena. OnHako, 3Tu ycinoBus ecth U B CK, xoTs
peakiusi pa3BopoTra TaM He HabOmoJaeTcs. JDTO O3Ha4yaeT, uYTO CBOICTBa MaTepuaina, U3 KOTOPOIo
W3TOTOBJICH KamwjuisAp, BaKHbl. Hamu moka3aHo, 4TO MeMOpaHHBIN 3JIEKTpOreHe3 HE MPUHUMAET

y4acTusl B OpraHM3aliy peakiuy pa3BopoTa napamenni.

h
1 [ Puc. 25. 3aBucumocts A OT BpeMeHU
npu ByX pasHeix Temmeparypax 18° (A )u
24.6° (0. Kierku P. caudatum kimonsr M-496,
M-497.
651
0 5 10 t(qac)

Mbl 3aMepssid OCTOSIHHYIO BPEMEHH
HapacTaHus NOTEHUHANIA IIPU Pa3IpaXECHUH OJHOM M3 KOHBIOTUPYIOIIUX KJIETOK MapOyYKu MapamMenuit
MPSMOYTOJIBHBIMU THUIIEPIIOISAPU3YIOIIMMHA UMITYJIbCAMU TOKA, KOTOPBIE NPUBOAWIM K CMELIEHUIO
noteHnuana Ha 5-7 MB. Jlerko mokas3ath, 4TO mapaMeTp A SIBISETCS MEpOH 3aKOPOUYEHHOCTU
KOHBIOTUPYIOLIUX MMapaMeii:

T

2 = Tyen v
- - B
Ta. R-(S;+S,)-Cg
rie R - cymMMapHOe CONpPOTHBJICHHE MeMOpaHbl Tapodku; Si, S; - IJIOHAAM TOBEPXHOCTH

[IUTOIJIA3MATUIECKOW MEMOPAHBI KOKIOU KIIETKH, Ty - IKCIEPUMEHTAIBHOE 3HAUYCHUE MOCTOSHHOU
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BpemeHu. Ha puc. 25 npuBeaeHbI SKCIIEpUMEHTAIbHBIE JaHHbIE U3MEHEHHsS MapaMeTpa A MapoyKu
KOHBIOTHPYIOIIUX TapaMenui
3akir04eHue H BbIBOJbI

1. Hamu mpoBeneHo uccienoBaHue (EHOMEHOJIOTUU JIBUTATENbHOM akTUBHOCTH P. caudatum.
[TokazaHo, 4TO MapaMenuu UMEIOT HAOOP, BKIFOYAKOIIHNI B cebsi, o KpaiiHel mepe, 10 ABUTaTeIIbHBIX
peakuuii: 1) peakuust uzderaHusi, 2) peakiys HEOIPAaHUUYEHHOI'O MOMISTHOTO JBYXKEHUS, 3) peakius
00OpPOHHUTENIHOTO YCKOPEHHUs, 4) peakuusi «CTOXacCTUYECKUH KIyOOK», 5) IBHKEHHE B KOHTAKTE C
OrpaHMYMBAIOLIEH TOBEPXHOCTHIO, 6) TUIMOTAaKCHC (IIOJIHAs OCTAHOBKA JABM)KEHHUA), 7) peakLuu
TaKCUCOB (XeMo, (OTo, reo U T.I1.), §) peaklus MOUCKAa KOMIUIMMEHTApHO! 30HBI IIOJIOBOTO MAPTHEPA,
9) peakuus pa3BopoTa B YCIOBHMSIX OTPaHUYEHHOro mpocTpaHcTBa, 10) BeicTpen Tpuxouuct. [Iath
peakuuit (2, 4, 5, 8, 9) onucansl HamMu BriepBbie. [14Th peakiuii onrcaHbl B Hayaje MPOILIOrO BEKa.
Habop »Tux peakumii mo3BosiseT HapaMelusM pellaTh caMmble pa3JIMYHbIC JABUraTEeNIbHbIE 3aJauu:
IIOUCKAa MUTATEJIbHbIX BEUIECTB U  OJIArONPUATHBIX (AaKTOPOB BHEIIHEH cpelbl, IOMCKa
KOMIUIMMEHTAPHOM 30HBI MOJIOBOrO NMapTHEPA, 3aLUThl OT JEHCTBUI XUIIHUKOB U HEOJIaronpHUsITHBIX
(GakTOpOB Cpe/Ibl, IPEOAOIEHHS PA3IUYHBIX MEXaHUUECKUX MPENATCTBUH.

2. Martemaruueckass MOJ€Nb, IIOCTPOCHHasi HaMH, KOTOpas ONMCHIBae€T 3aBHUCHUMOCTh
KOHIIGHTPAaLlUM MOJEKYISIPHBIX (OpPM KalbMOJAYJIMHA OT KOHLIEHTPALUM KaJbLUS U MarHusl JaeT
BO3MOXKHOCTh PACKpbITh CBOMCTBa Oe€lika KaJbMOJYJIMHA, KOTOPbIE MCIIOJIB3YIOTCS B MEXaHM3Max
yIOpaBiICHUS pPa3IMUYHBIMM KJIETOYHBIMHM CHUCTEMaMHM. OTH CBOMCTBA KalbMOJYyJIHMHA IO3BOJIAIOT
MOHOTOHHO H3MEHSIOIIENWCS CHUTHal KOHLEHTpPAllMy KaJlbligd MPEBpPaTUTh B pa3IuuHylo (opmy
CUTHAJIa KOHIIEHTpAIi MOJEKYISPHBIX (POPM KalabMOIyJINHA: MOHOTOHHO CIaJaloN[yt0, MOHOTOHHO
pacTyiyo, KOJIOKOJ00Opa3Hyl0 C HECKOJbKMMHU 3HAUYEHUSMHM MOJOKeHMH MakcumyMmoB. Ceituac
MOYKHO TOBOPHUTBH, YTO i1 (PEPMEHTOB, AKTHUBHOCTh KOTOPBIX MOMIYJIUPYETCsS KalbliUeM dYepe3
KaJIbMOJIYJINH, B TPOILIECCE 3BOJIOLMU BBIOMpAETCS CONpsKEHHE ¢ TOH (OpMOMl KalbMOAYJIHHA,
KOTOpasi TMO3BOJseT olecnedynBaTh HEOOXOJuUMble MpeoOpa3oBaHUsl KaJbLIMEBOIO CHUTHANA IpU
PELIEHNN CaMbIX Pa3JIMYHbIX 3a/1a4 YIIPABICHUS.

3. Marematndeckoe MOJICIMPOBAHUE HIIEMEHTOB, OINPENENAIONIMX KOHIEHTPAIMIO CBOOOJHOTO
KaJIbIUsl B pECHUYKAX, MO3BOJSIET HaM YTBEP)KJIaTh, YTO HAa KAJIbLIUEBBIX KaHajaX, HHTHOUPYIOIINXCS
KaJbI[MEM, Ha KaJIMEBBIX KaHajaX, YIpPaBJIIEMbIX KaJbIMEM Yepe3 KaJbMOAYJIHWH , Ha KAaTHOHHBIX
KaHajaX, aKTUBHUPYIOIIMXCA MIPU TUIEPNOJSAPU3ALNM, ONPEIECICHHON 3aBUCUMOCTH CBONCTB
CEJIEKTUBHOTO (DMIIbTPA, JISKAIIETO B OCHOBAHUU PECHHYEK, OT PAa3HOCTH MOTEHLUAIOB, MOKET OBITh
chopMupoBaHa BO30yIMMOCTh Takas ke, KaKk M y MapaMeluil: TpaJyalbHbl KalbIMEBBIA CHaik
YBEJIMYEHUS! KOHIIGHTPAIMKM KaJblUsl B PECHUYKAX, aMIUIUTyJa KOTOPOTO 3aBHUCUT OT aMILIUTY/bI
PELENTOPHOTO CHTHaJla, AaBTOKOJIEOATENbHBIM PEXKUM HM3MEHEHUS KOHIIEHTPALUM KaJbLUs B

PCCHHUYKAX, OTpHHaTCHBHBIﬁ KaHBHHeBBIﬁ «CTIaMK» YMCHBIICHUA KOHLICHTpAlIMKW KaJlbliud B
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pPECHUYKAX, 3aIyCKAIOIIUNACSA THIIEPIIOIAPU3YIOIIMMU UMITYJIbCAMH TOKA.

4. MareMaTu4ecKoe MOJEIUPOBAHUE DIEMEHTOB M MOJIYJEH, ONpPENEeISIIOIIMX KOHLEHTPALUIO
UKIMYECKHX MOHO(OC(HATOB, MO3BOJSIET HAM YTBEpXkJaTh, UYTO aJCHMUJIATLHMKIA3a IMapamMenui
aKTUBUPYETCS KAJIbMOAYIMHOM C OJHUM CBSI3aHHBIM MOHOM KaJIbLMsl, T'yaHWJIAaTLHKIIa3a napaMenui
aKTUBUPYETCSl KaJIbMOJYJUHOM C TpeMsl CBA3aHHBIMM HMOHaMH Kaiblus, ¢ocponudcrepaza cAMP
napaMelUuid  aKTUBUPYETCS KaJbMOJIYJIMHOM C YETBIPbMS CBS3aHHBIMH HMOHAaMHU  KaJblus,
docdomurcrepaza cGMP mapamenuii aKTUBUPYETCS KaJIbMOJYJIMHOM C OJHUM CBSI3aHHBIM HOHOM
KaJbLIUs.

5. Hamu BnepBble MMOKa3aHO, YTO HA HAYaJIbHBIX 3Talax KOHBIOTALMM BO30yanMas MeMOpaHa
napaMeluuid NEepexXoJUT B PEKUM [Mau€4yHOM TIeHEepalud HMIYJIbCOB. OJTOT PEXKUM YIPABICHUS
JIBUTATEJIEM KJIETKH 00€CIIeUnBaeT CTHIKOBKY MapaMeluil KOMIUIMMEHTapPHBIMU 30HAMHU.

6. AHanM3 HKCHEPUMEHTAIBHBIX JAAHHBIX M MaTEMAaTHYECKOE MOJAEIMPOBAHHUE IO3BOJSET HaM
YTBEP)KJaTh, YTO 3aBUCHUMOCTb YaCTOThl OMEHMS PECHUYEK OT KOHIEHTpAaLUU KalbLus GOpMHUpYETCs
Ha OCHOBE 3aBHCHMOCTEH aKTHBHOCTH (DEPMEHTOB CHHTE3a W Paclaja MUKINYECKUX MOHO(pocharos
OT KOHLEHTPALIMU KaJIbI1s U SK30T€HHBIX JIMTAHJIOB.

7. Ha ocHOBe aHanmM3a MOJIyY€HHBIX HAaMH SKCIEPUMEHTAIbHbBIX JaHHBIX, MBI [10JIaraeM, 4TO Ha
TeJle mapaMellMidi MOYKHO BBIJICJIUTh JIB€ PECHUYHbIE 00JacTU C pa3HbIMU IapaMeTpaMH 3aBHUCUMOCTH
HanpasyieHUs 3PPEKTUBHOTO yAapa PECHUYEK OT KOHLUEHTPALMH HUKINYECKHX MOHO(OC(HaATOB.

8. DKcnepuMEeHTaIbHOE HCCIeI0BaHUE NTapaMeTPOB CTAllMOHAPHBIX JIBHKEHUH MapaMenui U ux
aHAJIN3 Ha MOJIENIM NOKa3aj HaJU4ue ONPENEICHHON 3aBUCUMOCTH NapaMeTpOB JABMXKEHUS OT YPOBHS
AKTUBHOCTH AaJICHWIATLUKJIA3bl: IIPU BBICOKOM YPOBHE AKTUBHOCTH aJCHUJIATLIMKIA3bl NapaMelnu
JBUXKYTCS TI0 CIMPATbHBIM TPAEKTOPUSAM C MAJIBIM PaaUycOM, OOJBIIMM LIAroM CIUpaId U OOJBIION
CKOPOCTBIO JABIMKEHHUA. Ilpu 3TOM HaOmogaroTCs (UIIOKTyallud CKOPOCTH JBUKEHHS KJIETOK M HE
3HAYUTEIbHbIE W3MEHEHUs HAIPaBJICHMs JBHKEHUS MapaMeluii, oO0ycIOBICHHbIE (IIOKTYalUsIMU
TpaHCMEMOPAaHHOW  PAa3HOCTH  MOTEHIMAJIOB NPUBOAALIEE K CHHXPOHHBIM  (DIIOKTyanusm
KOHIEHTpAalluu Kaibliug B pecHuYkax. Korma akTUBHOCTh — aJ€HMJIATIHMKIA3bl  JOCTHUTaeT
OTIpeIeNIEHHOT0 KPUTHUYECKU HU3KOTO YPOBHS, MPOUCXOIUT MPUHLUITHAIBHOE U3BMEHEHHUE B XapaKTepe
JBIDKEeHUS napamenuid. [lapamennst HauMHaeT JIBUTaThCs 10 OKpYXHOCTH. [Ipu Hanuuuu QarokTyanuit
MeMOPaHHOTO MOTEHLMANAa €€ TPACKTOPHs JBHKEHUS IMPEBPAILACTCS B «CTOXACTUYECKUI» KIIyOOK,
COCTOSIIIIMM M3 OTPE3KOB JBMKEHUS KJIETKU MO MpsAMOIl Oe3 BpallleHus, 0 OKPY>KHOCTSIM DPa3HOTO
paadyca ¥ pa3HOro HampaBlieHUS BpallleHUs, MO CIUPAIbHBIM TPAEKTOPUSM C OOJBIIMM U MajbIM
pazuycoM M IIaroM CHHpaid. MareMaTH4ecKoe MOJEIMPOBAHME ITOKa3bIBAET, YTO TAKOM IMEPEXOJ]
o0ycJIOBJEH TOSBJICHHEM B TMapaMeTpax JBWKEHMS MapaMenuil o0co0oil HeycTOHuMBOCTH,
XapaKTepu3yIolleics pe3koil CMEHOM pajuyca M 1iara CnupaibHOW TPAaeKTOpPUU B OTBET Ha Majble

GaoKTyanuu MeMOpaHHOTO TOTEHIHala. JTa HEYCTOMYMBOCTh OOYCJIOBJIEHAa OCOOCHHOCTSIMH
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3aBHCHMOCTH HANPABICHAS 3(p(PEKTHBHOTO yapa PECHHUEK OT KOHIeHTpamiy Ca® ¥ [HKIMYeCKnX
MoHO}oc(haTOB.

9. UccnenoBanue peaknuu u30eraHus Ha MaTEeMaTHYECKOW MOJAETH TOKAa3bIBAeT, YTO yroi, Ha
KOTOPBII TOBEPHET KJIETKA, OIpPEeNAeTCs] AaMIUIMTYIOW KaJbI[MEBOrO Crlailka AMIUIUTYIa
KaJIbIIMEBOTO CIaiiKa ONpeAeseTCs aMILTUTYI0H PElenTOPHOTO CUTHAIA.

10. B opuenTHpyomuii 3QPEeKT BHENTHETO AIEKTPUYECKOTO TOJIS BHOCUT AuddepeHInanpHas
aKTUBAIME PECHUYEK, PACIIOJIOKEHHBIX Ha pa3HbIX (110 OTHOLICHHIO K 3JIEKTPOJaM) CTOPOHAX Tela
KJICTKM W HaJW4YUe y MapaMelyid ITUIOJBHOIO MOMEHTA. TeOpeTHYECKHid aHaIW3 TOKa3bIBACT, 4TO
HAJIMYHME PEIENTOPOB, YIPABISIONIMX AKTHBHOCTBHIO AJCHWIATIUKIA3BI HAa KAXKIOW pPECHHYKE I10
OTJICITBHOCTH, MOXKET TIO3BOJISAThH TAPAMEIUSM JIBUTATHCS 110 TPATUEHTY KOHIICHTPAIMI aTTPaKTaHTOB
Y TIPOTHB TPAIUCHTA KOHIICHTPAIIMIA PETICIICHTOB.

11. Hamu moka3aHo, 4TO B YCIOBHSIX OIPaHHYEHHOTO MPOCTPAHCTBA Y MapaMeluil 3amycKaeTcs
peakius pa3BopoTa, KOTOpas MO3BOJSIET MapaMelisiM MaHEBPUPOBATh B YCIOBUSAX OIPAaHHYECHHOTO
npoctpancTBa. [lpu 3amycke 3TOH peakuuu TpaHCMEMOpaHHas Pa3HOCTh MOTEHIHMAIOB y4acThs HE
MPUHUMACT.

12. AHalM3  TOJIyYECHHBIX HaMU  PE3YJIbTATOB  IO3BOJIAET  MPEIIOJIOKHTh,  4YTO
KOMITAPTMEHTAJIN3AIUSl PECHUYKH OCHOBaHA Ha CEJICKTHBHBIX CBOMCTBAX «(PHIbTpay», JIEKAIIETO B
OCHOBAHWW PECHHYKH, a MMPOHUIIAEMOCTb 3TOTO (DMIIBTpa JJIsl KAJBIUS 3aBUCUT OT TPAaHCMEMOpaHHOMH
Pa3HOCTH MOTEHIIUAJIOB.
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