BeBepeHue

Buodpusuka mpeacraBiasieT co00H IOTPAHUUYHYIO HAyKy, OCHOBAHHYIO
HA IIOJIOKEHUAX U MIPEJCTABJICHUAX Ouooruu, Gpusuxu, GUanIecKoi
XMHHU C aKTHUBHBIM HCIIOJIB3OBAHHEM MaTeMaTHU4YeCKOIO arIapara. BTO
coueTaHMe CO3IAeT OMIpelelieHHbIe TPYAHOCTA B YCBOEHUU OCHOBHOTO
MaTepuaJja Kypca «Bumopusuxa», TpPeOyIOIero MOCTATOUHBIX 3HAHUI
CMEsKHBIX HayK. MHOToJIeTHSAS IpaKTUKA IpeIojgaBanusa Kypca ouodu-
BUKU TOKa3bIBAET, UTO JAJIA YCIEITHOTO OCBOEHUS Kypca JeKITMOHHBIN
MaTepraja HeoOXOAUMO MOMOJHUTH NPAKTUUECKUMU 3aHATUSMU IO CO-
OTBETCTBYIOIIMM pasjiesaM, B KOTOPBIX Pas3bsICHSIIOTCA OCHOBHBIE TEO-
peTuyecKue MOJOKEeHNA OMOPUBUKH.

B mocsieiHTE TOABI B CBA3U C PA3BUTHUEM OMOPU3UKYU BO3POCJIA CIOMK-
HOCTHb HEOOXOAMMOI'0 MaTepuaja U COOTBETCTBYIOIUX eMy samad. s
IIOHUMAaHuA IIPHUPOABbI MOJIEKYJJIAPHBIX MEXaHHM3MOB MW IIOCTPOEHUA
aJeKBaTHBIX (PUBUUYECKUX MOJeJiell HeoOXOAMMO pacIiojiaraTh CBeIeHM-
AMU O PeaTbHBIX MOJIEKYIAPHBIX CBOMCTBaX OMOJOTMUYECKOTO 00HEKTa,
IMOJIyUYEHHBIX HEIIOCPEACTBEHHO B dKCIIepuMeHTaX. VIMEHHO B 9TOM CJIy-
Jae ymaeTcd CBA3ATh XapPaKTEePUCTUKU II€PBUYHBIX MOJIEKYJIAPHBIX Me-
XAaHNUB3MOB C OCOOEHHOCTSIMU KOHKPETHBIX OMOJIOTMUYECKUX ITPOIIECCOB,
uTO, COOCTBEHHO, 1 COCTaBJIAET OCHOBHYIO 3amauy oumodusuru. Orcoga
BBITEKAET MPUHIININAJIbHAS POJIb S9KCIIEPUMEHTAIbBHBIX METOJOB B O10-
dusuke.

B mayuHBIX HCCJIEJOBAHUSIX WMCIIOJbB3YEeTCs IeJIblil psan ouohusuye-
CKUX METOMOB: MaTeMaTUYecKoe MOJeJUPOBaHUE, CIEKTPOCKONUS B
yabTpaduoJIeTOBOM, BUANMOM U MH(PPaKPACHOM AuAaNa30HaX, Paauo-
CIIEKTPOCKOIINS, M3yYeHNe HNOHHOI NPOHUIAeMOCTH OMOJIOTHUYECKHX
MeMOpaH, KOH(MOKAJIbHAS W aTOMHO-CHUJIOBAS MHUKPOCKONUU. ITO BbI-
3bIBaeT HeO6XOI[I/IMOCTb PaCIINPUTh HABBIKM B HCIIOJIB3OBAHHNHN COBpPE-
MEHHBIX IIpeAcTaBJIeHnil GUSUKN, (PUIUUECKON XUMUU U MaTeMaTUuKH,
a TaK'Ke B IPUMEHEeHUM COBPEMEHHBLIX O0moduamuecKkux meTonoB. Ha-
cTosIee yuebHOe IToco0re COMEPIKUT ONMCAHUSA NPaKTHUYeCKUX 3a1ad,
paspaboTaHHBIX MJIA CTYAEHTOB OMOJOTHMUECKUX CIeluajbHOCTeil, u
BKJIIOUAET MIPUMEPhI IPUMEHEeHU HEKOTOPBIX O0MO(MPUBUUECKUX METO0B
Ha IpakTukKe. V3 0OJBIIOro MHOrooopasus O0mopU3MUECKUX METOI0B
OBLI BLIOpAH psig HanboJiee MHPOPMATUBHBIX U HEMHBASUBHBIX METOI0B
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nccaeqOBaHUsS OMOJOTMYECKUX O0BEeKTOB. Tak, omTuuecKas CIEKTPO-
CKOIIMA IIPEeACTaBJeHa 3ajlauaMU 10 XeMUJIIOMUHECIIEHIITNM, OBICTPOH U
3aMeIJIeHHOI (hJIyOpPeCcIleHI[UY, aJlCOPOIIMOHHOM CIIEKTPOCKOIUU, CIIEK-
TPOCKOIINM KOMOMHAIIMOHHOTO PACCESHUA, a PASUOCIEKTPOCKONIUA —
3amaueit 1Mo 9JIeKTPOHHOMY ITapaMarHUTHOMY pe3oHaHcy. MaTemaTuue-
CKOe MOIeJMPOBaHME IIPEACTABJIEHO Ha HMPUMEPE IMOCTPOEHUA MOJEHU
BHYTPUKJIETOUYHBIX KOJie0aHUU KaJblud. Y UeOHOe IToco0ume COAEpPIKUT
TaK’Ke 3aJauy IO aTOMHO-CUJIOBOM CHEKTPOCKOIUU M U3MEDPEHUIO II0-
TeHIIaJIa BO30yAuMMOM KJeTKu. Kpome Toro, TpaaiulmoHHBIe OMOQIU-
3UUeCKUe MEeTOAbl IIPECTaBJIeHbI 3aJauaMi 110 U30TOITHOMY aHaJIU3y U
pH-meTpuu.

YuebHOe mocobue OymeT IOJIe3HO AJIA IIyOOKOrO YCBOEHUS MATEPHU-
ajia mo Kypcy «Buodusuka» 1 He0O6XOAMMO IJIsi Pa3BUTUA Onopusmue-
CKOTO MBITILJIEHUS .
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TeopeTuyeckoe BBegeHue

KonebaHusa B MeTabonnMyeckux cuctemax

Buosoruueckue cuUCTEMBI SABJIAIOTCA OMKPbLMbLMU TEPMOIUHAMIU-
YeCKUMHU CHUCTEMaMUW — JKWBOM OpPraHU3M OOMEHWBAaeTCA C BHEITHel
cpenoit matepueii (BeiecTBaMu) m sHeprueit. [[JId OTKPBITHIX CUCTEM
XapaKTEepHBbI CTAIlMOHAPHBIE COCTOSAHUSA C MOCTOAHHBIMU BO BPEMEHU
3HAYEeHUSIMU HEKOTOPBIX IIOKa3aTeJsIei.

CTpyKTypa OMOJIOTUYECKUX CHUCTeM HeoqHOpoaHa. KoMIapTMeHTHI,
XapaKTepHble IJs CTPYKTYPBI MPAKTUUYECKU KayKI0W OMOJOTrMYecKoil
CHCTeMBI, — BasKHOE CBOMCTBO CTPOEHUs, obeclieurBaoInee reTeporeH-
HOCTL OMOJIOTHMYECKUX cucTeM'. BeiemcTBue TAKOro CTPOCHUS MHOTHE
TIOKAa3aTeJIu CYIeCTBOBAHUS PA3JINUYHBI B PA3HBIX TOUKAX CUCTEMBI.

CrencTBueM TEPMOAMHAMUUYECKON OTKPBITOCTU UM Te€TePOTeHHOCTU
OMOJIOTUYECKUX CUCTEM ABJAETCS CYIeCTBEHHAS TePMOAWHAMUYECKAA
Hepas8H08eCHOCMb MHOTHUX OHMOJOTUYECKUX IIpolleccoB. OTMeTumM, 4TO
M30JINPOBAHHBLIE CHCTEMBI, M3ydyaeMble B TEPMOJWHAMUKE, CAMOIIPO-
M3BOJILHO IIEPEXOMAT B COCTOSHME TEePMOAMHAMUYECKOTO PaBHOBECHUS,
KOT/la BCe MHTEHCUBHBIE TapaMeTphl (HampuMep, TeMIepaTrypa, JaBje-
HUe) BBIDAaBHUBAIOTCA, CTAHOBATCA OQUHAKOBBIMHU B IIpeesiax BhIOupa-
€MOM CUCTEMBI.

B cTanmmroHapHBIX COCTOTHUSAX CHUCTEM, HAXOAAIIUXCA TaJeKO OT Tep-
MOJAMHAMMWUYECKOTO PABHOBECHUA, YPABHOBEIIINBAIOTCA MOTOKY BEIeCTBA
U YHEePruH, HO He IPOUCXOAUT BhIPABHUBAHUA I'DASUEHTOB.

C TepMOOZMHAMUYECKON TOUKM 3PEHUSA aBTOKOJIEOAHUS BO3MOKHBI
TOJIBKO B OTKPBITBIX HEPABHOBECHBIX cucTeMax. [leficTBUTEJIbHO, B Me-
TabOIMUECKNX CHUCTEMaxX MOTYT IIPOSBIATHLCI aBTOKOJeOaHWsA, KOTaa
KOHIIEHTPAIlUU U IIOTOKU OYyAyT HPEACTABJIATH CO00M ImepuoguuecKue

I K KOMIIapTMEHTaM MOMKHO OTHECTH H€ TOJIBKO OPraHeJIJbl KJIETKU WJIX OPraHbI

TeJia PaCTeHUI U JKUBOTHBIX, HO U JIOObIe BbIJeJIEHHbIE B IIPOCTPAaHCTBE 00JacTH,
B KOTOPBIX BHYTPEHHNE CBA3U MEKAY COCTABJAIOINMMMN HAMHOI'O JKecTde, 4eM
CBsI3U C KOMIIOHEHTAMU U3 IPYTUX BBIAEJIEHHBIX obJsiacTeii. I1o aToMy MpUHITUITY
MOJKHO CUUTATh KOMIIAPTMEHTOM CHCTEMY OPTaHOB MJIM YaCTUYHO M30JIUPOBAH-
HbIe apeaJibl O0UTaHUA BUIA.
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dyurnuu BpeMeHu. To, UTO yCTAHOBUBIIIHECS ABTOKOJeOAHUS OIIpe-
IeJIAIOTCA CBOWCTBAMM CHUCTEMBI, ITOAYEPKUBAETCA CAMUM TEPMUHOM
«aBTOKoJIiebaHusi» (aHrJ. self-sustained oscillations).

BuosioruyecKkue cUCTEMBI HEBO3MOIKHO OIMUCATH KaK MPOCTOH 00BEKT
(1rapuk, IPYy:KUHY, KOHIEHCATOP U IIP.), MOJEJU BCETAa CAY:KaT JUIIh
HEKOTOPBIM TpuOam:KeHrneM. Ho BoO MHOTHX ciiydyadX OJA BbIOpaHHOM
CHUCTEMbI MOKHO BBIJEJUTDH CYII[eCTBEHHBIE XapPaKTePUCTUKU U HCCJIe-
IOBaTh UX OTUHAMUKY.

Hanpumep, MOKHO BBIAEJIUTH IIOTOKHU, IIPOTEKAaIOIie B 000CO0JIeH-
HBIX KOMIOApTMEHTaX WM Ha WX rpaHunax. I[Jsd moTOKOB MOKHO 3a-
nucath auddepeHIINATbHBIe YPABHEHUS B COOTBETCTBUU C 3aKOHAMU
XUMUYECKON KMHETUKU. [lepeMeHHBIMHU TaKOU M00esU Npoyeccosé Mo-
I'yT OBITH KOHIIEHTPAIUU MeTaboJIUTOB (MM OonpeaeJeHHbIe COCTOSTHUSI
CJIOJKHOII OmMoMoJieKyJibl). [[IA aHaiM3a TOJYUYEHHOM MOJEeJU MOYKHO
BOCIIOJIB30BATHCA MaTeMaTUUYECKHM alllapaToM KadyeCTBEeHHOII Teopuu
nuddepeHTNATBPHBIX YPABHEHUH.

CyIlecTBYIOT HOCTATOUHO IIPOCTHIE CIIOCOOBLI IMIPOBEIEHUS ITOLOOHOTO
aHaJIM3a C IeJbI0 BBIABUTH BO3MOYKHOCTH aBTOKOJIe0aHMIT B MeTab0 M-
yeckoi cucteMe. IIpocToii mpuMep IIOTOKOB AJISA ABYX WHTEPMEINATOB
(puc. 1.1), yuyacTBYIOIMINX B HEOOPATHUMBIX PeaKIIUAX, IIO3BOJUT BbI-
SBUTH Ba’KHbIe OCOOEHHOCTU CHUCTEMBI MEeTab0JIUTOB, B KOTOPOH MOTYT
MIPOUCXOAUTH YCTOWYNBBIE KOJeOaHUA COXPAHEHU .

YO/ @\‘,
P1 U4 |S1 1% 82 1%
\@©/0h 2 ¢

Puc. 1.1. HepasseTBIeHHBIH IIOTOK peakIuii AByX MeTabonauToB. P, — mexon-
HBII MeTaGonuT; S; — MeTaGoJuT, CUHTe3UpyeMblii u3 P, co ckopocThio U3
aHaJIOTUYHO, S, — MeTaboJUT, CHHTe3UPYeMbIil U3 S, CO CKOPOCTBIO Uy; Uy, Uy,
U, — CKODOCTH peaKIluii; HalpaBjeHne peaKIuii TOKa3aHo MPAMBIMY CTPeKa-
mu. I[IyHKTUPHBIE CTPEJKU MOKA3hIBAIOT PEaKI[UU aBTOKATAJIN3a UJIU aBTOUH-
rubupoBaHUA (CM. Jajiee B TEKCTE)

Mpumep KonebGaHuii B NpocToii MeTabosinueckom cucrteme

Ha cxeme, npezncraBiedHoi Ha puc. 1.1, npeamoaaraercs, 4To aKTHB-
HOCTHh (DEpPMEHTAa, KAaTAJIN3UPYIOIIEr0 PEaKInuio 2, PeryanpyeTcs ajjio-
cTepuyecKu MerabosuTamMu S, u/MiIu S,, UTO MOKA3aHO IYHKTUPHBIMHA
JUHUAMNA. AKTUBAIUA ¥ WHTMOMPOBAHME OTMEUEHbI 3HAKAMM ILIIOC
u MuUHyC cooTBeTcTBeHHO. OOpaTHOe BO3JeiicTBHUe MeTaboJuTa Ha pe-
AKIIMIO CO3IAacCT IIEeTJII0 O0OPATHOM CBA3M, 3aBUCHUMOCTb CKOPOCTHU Peakr-
WU OT KOHIIEHTPAIluu MeTaboJuTa,/MeTab0JIuTOB CTaHET HEeJIMHEeHOM.
Bceaeacrsue 9TOro mgaske B CTOJIb HPOCTOM CHCTEMe IIOTOKOB OYAYyT BO3-
MOKHBI yCTOMUYMBBIE KOJe0aHU .
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B cooTBeTCcTBUU C IPUBENEHHOM BbIllle cxeMoi (cm. puc. 1.1) cucre-
Ma ypaBHEHUH ABYX II€EPEMEHHBIX OIIMCHLIBAET M3MEHEHMs KOHIeHTpAa-
Uil MeTaboJIUTOB:

ds,
e ~V17 Y
ds, (eY)
_dt =0V, — Us.

Kunernueckue oco0eHHOCTH peaKnuii Ha puc. 1.1 mMo3BOJIAIOT Ipe-

IIOJIOJKUTD, YTO U, = const,
dog g, A0y g A5 4 (2)
ds, ds, ds,

Mg nceienoBaHuA ¢BoOMCTB cucTeMbl (1) BOCIOIb3yeMcs annapaToM
KauecTBeHHON Teopuu nuddepeHnnaarbHbIX ypaBHeHUH [3, 7].

ITockOBKY MBI UIIIEM YCJIOBUA BOSHUKHOBEHUS IIEPUOAUUECKUX KO-
JebaHU# B cucTeMe, HaM HeOOXOAMMO BBISCHUTH XapaKTep IMOBEeIeHUs
UHTErpaJbHbIX KPUBBIX, 3alaBaeMbIX cucTeMoii (1) B OKpecTHOCTU CcTa-
IIMOHAPHBIX TOYEK CHCTEMBI.

[a aTOro MBI IIPOBOAUM HPOIEAYPY JMHeapudanmm cuctemsbl (1):
mpaBble YacTU YPaBHEHUWU pacKJafgbIBaeM B psap Teiyiopa B OKPECTHO-
CTH Ka’KXJOH CTAaIMOHAPHOU TOUYKU. UV najgee MIleM yCJIOBUA BOSHUKHO-
BEHUS 3aMKHYTBHIX TPAeKTOPUH B IMHeapn30BaHHOU cucTteMe. CoraacHO
Teopeme AuapoHoBa—Xonda, B OKPECTHOCTH TaKUX CTAI[MOHAPHBIX TO-
YeK B HEJIMHEWHOM cucTeMe BO3MOYKHO YCTAaHOBJIEHUE Pe:KIMa aBTOKO-
JebaHuUii.

Urak, xosdpduiimenTsl auHeapusanum cucteMbl (1) o6pasyioT ma-

TPHILY

_dv, _dy,
ds, ds,
dv dv dv ’ @)
2 2 _ 2V
ds, ds, ds,
ompeneanuTes b KOTOPOI A 3annchIBaeTcs corJiacHo (4):
dv, dv,
=ds, ds,” (4)

Wcxons 13 BBIMOJHEHUS yCJIOBUM (2), onpemeanTeb MaTPUIbI JI-
Heapusanuu A > 0. 9To o3HauaeT BO3ZMOXKHOCTH CYIIIeCTBOBAHUA B JIU-
Heapu30BAHHOI CHCTEME CTAIlMOHAPHBIX TOYEK THUIIA «Y3eJ», «IeHTP»
n «poryc»'. B 3aBHCHMOCTH OT 3HAUCHUI IIapAMETPOB CUCTEeMEI PeasIn-

1 Vecnosue A < 0 onpefiesifeT cyllleCTBOBaHIE CTAIIMOHAPHON TOUKM IO TUILY «CeJ-

JIO» — BcCermga Heyc'rof/ithoﬁ. I/ICCJIe,IIOBaHI/Ie YCJIOBI/Iﬁ BO3HUKHOBEHUs KoJjieba-
HUT IIOKa3aJio, 4TO IIPpU TaKOM THUIIe CTaILI/IOHapHOﬁ TOYKU KOJeOaHUsA HUKOrga
He BO3HHKAaIOT.
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3YIOTCS Pa3IMUHbIe THUIILI YCTONUNMBOCTY CTAIlMOHAPHLIX TOUueK. BhIsic-
HUTb, YCTONUYMBA CTAIlMOHAPHAS TOYKA MU HET, MOXKHO II0 3HAKY cJiea
MaTpUIlbl JUHeapusaluu. B 1anHoM cayuae 3amaeTcd BeIpaskeHueM (5):

dv, dv,  do,
— + . 5
ds, dS, ds, ()

c=-

ITpu ananmuse BLIABIISIOTCS 00JIaCTH 3HAUEHUN TapaMeTPOB CUCTEMEI,
B I'PaHUIaX KOTOPBIX CHCTEMAa IPOSIBJISIET allepUOoINUecKoe II0BeleHre B
OKPECTHOCTH 0c000I TouKH «y3ea» (62— 4A > 0). Hanporus, npu 2 — 4A
< 0 BOBHHMKAIOT HapacTamIire (UJIU 3aTyXaolnue) KojaedaHus B ciaydae
HEYCTOMYMBON (MM YCTOWYMBOII) 0CO00H TOUKM «(POKyC». B imHETHO
cucTeMe IIepexoJ]l OT YCTOMUMBOIO K HEYCTOMUUBOMY «(POKYCY» IIPOUC-
XOOUT uepes 0co0yio Touky «IieHTp» (o = 0). IIpu Takux Ke SHAUSHUAX
mapaMeTpPoOB B HeJMHEHHO# cucreMe oudypranusa Xomda IpuBeseT K
BO3HUKHOBEHUIO IIPEIEJIHLHOTO ITUKJIA.

Heob6xoamnMmoe HaM mpeamojioxkeHue ¢ > 0 ¢ yueTom yciioBuii (2) Bemer
K TpebOBaHMIO:

& o
2
TO €CTh JOJKHA CYII[eCTBOBATh O0OpaTHAA IIOJIOMKUTEJIbHASA CBA3D (ABTO-
KaTajau3) B PpeaKIuu CUHTe3a MeTaboauTa S,.
9To Ba)KHOE IIPEAII0J0KeHIe BLIIIOJHACTCA, HAaIpUMep, IPU Omuca-
HUU PeakIuu v, ypaBHeHHeM Muxasniuca—MeHTeH.

Buvisod 1. Haauuue IMOJIOKUTEIbHON 00PATHOM CBSA3U B PEaKI[UU II0
meraboauty S,

dov
as.
S,
CIYKUT HEOOXOAUMMBIM YCJIOBUEM YCTOMUMBBLIX KOJEOAHUUI B CHUCTEMEe
(1), onuceiBaroleil peakiuu 1Mo cxeme (cm. puc. 1.1).

Buisod 2. Ilepuognueckoe N3MeHeHe BeJIUYNH IPEACTABIAET cO0O0it
OJVH 13 TUIIOB CTAI[IOHAPHOI'O IMOBEAECHUA CUCTEMBI.

UcTopua uccnepoBaHua KonedbaHun
B MeTaboJ/IM4ecKux cucremax

WUpes, uTo Ipu HEPaBHOBECHOM IIPOTEKAaHWM peaKIMU, KOTJa eCThb I10-
CTOSHHBIN IPUTOK cyOcTpaTa 1/Mau S9HEPTUU B CUCTEMY, MOT'YT BO3HUK-
HYTh IPUHIIUNINAJIBHO UHBIE PEKUMBbI, JOJITO UCKaJja JOPOTry K IIpuU3Ha-
Huio. I mosTomy oTkpsIiTue B. I1. BestoycoBhIM mepuognuecKoi peakuu
OKMCJIeHUs OpOMaTOM MaJIOHOBOM (JIMMOHHO) KMUCJIOTHI B IPUCYTCTBUU
CEepHOU KUCJOTHI OBIJIO BCTPEUEHO He IIPOCTO C HEIOBEPUEM, a C PE3KUM
orpunianueM. IIpuMepHO Takoil ke Oblja peaKIs Ha IIepPBbIe CTAThbU
W. P. Ilpuro:xuHa 110 HepaBHOBECHOI TePMOIMHAMUKE.
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Bompoc o mogunHeHUN 3aKOHAM TEPMOIMHAMUKY IIPOIIECCOB, IIPOTE-
KaIoUX B JKUBBLIX 00beKTax, craBuica eie JI. Boasimamom. OTBer Ha
HeTro IIOSIBUJICA TOJIBKO B cepenuHe XX CTOJIeTHSI — 0e3yCJIIOBHO, IIOMUM-
usrorcsa! Ho a5 sTux mpoiieccoB TpeOyeTcs MOCTOSHHBIN IPUTOK Belle-
CTBA W YHEPrUH, TO €CTh OHU NPUHIININAJILHO HepPaBHOBECHBI. SHAUNT,
HeJIb3s IMOAXOJUThL K HUM C MepKaMM PABHOBECHON TepPMOAUHAMUKINI.
Jlo mOJHOTrO MOHMMAaHNS TOHKOCTEeH HepaBHOBECHBLIX IIPOIIECCOB eIlle
OueHb JajieKo. B HacTosIee BpeMsa Mbl HAYUUJINCH OIMCHLIBATE TOJIBKO
IIPOILEeCCHI, IIPOUCXOAAINNE B OKPECTHOCTH COCTOSHUSA TePMOAUHAMUIYUE-
CKOT'O PaBHOBECHUS.

B maremaTtuke ObLIM paspaboTaHBI METOABLI, IO3BOJISIOIIME WCCJe-
IoBaTh KoJjebaTesJbHBIE IIPOIleCChl, OblJIa MOKAa3aHA BO3MOMKHOCTH CY-
II[eCTBOBAHIS aBTOKO0Je0aTeJbHbBIX IIPOIIECCOB U CPOPMYJIUPOBAHBI Ma-
TeMaTudYecKue TPebOBaHM’sI, KOTOPBIM OJIKHBLI YAOBJIETBOPATL TaKUe
cuctemMbl. OTPOMHBINI BKJIaJ B Pa3paboTKy MaTeMaTHUUYeCKON Teopuu
KoJsiebanuii BHecau marteMaTuku Gpanmnysckoi (A. Ilyankape, A. Jlor-
Ka) U PYCCKOI MIKOJIBI (IIpekae Bcero 9To (GU3UKN U MATEeMATUKU IO
pykoBoacTtBoM A. A. AmnmponoBa m JI. . Maupgennsirama). Iasee
. A. ®pank-Kamenenkum u ero torga eire acuupauTom U. E. Canb-
HUKOBBLIM OBIJIM OIIMCAHBI IIPOIIECCHI, IIPOMCXOLAIINE B peakTopax,
rae Tak)ke HaOJIOmaNCh KojebaTeabHble peskumbl. C xomia 50-x rr.
XX crosieTus B IeyaTH HAYaJU IOABIATHCA CTATHU, ONMCHLIBAIOIIIE
aBTOKoOJIebaTe /IbHBIE IIPOIeCChl, HabaiomaeMble B OMOJIOTTUYECKIX CHUCTe-
MaX, B OCHOBHOM OTHOCSIIIUXCA K 00JIACTH OMOXMMUU U IOIYJISIMOH-
HOI DKOJIOTUU.

OpgHa M3 mepBbIX PaboT, MOCBAINEHHBIX KOJIe0aTeJbHBIM ABJICHUAM,
MIPUHALICKUT aMepuKaucKkomy ounoxumuky B. Hamcy. O mcciemoBast
mporiece TIMKoamsa. KaK M3BECTHO, MPOIleCC TJIMKOJIN3a MPOXOAUT B
HeCKOJbKO cranuii. KosebaHusA peareHTOB OOHAPY:KEHBI B IIE€HTPAJb-
HOUM cramzuu (mpeBpalneHue QPyKTo30-6-hochara Bo (ppyKTO30-1,6-
oudocdar), karaausupyeMmoi pepmerToM (hochohpyKTOKMUHAZOM.

Kax msBecTHO, B IIpollecce TJINKOJM3a MpoucxoauT cuutes ATD.
CremoBaTelbHO, B XOJle PEAKIIUU MOJKHBI HaOJIOJATBCSA KOJeOaHusA
B cuHTese AT®. Konebauusa, HabaomaoIecs B X0Ie 9TOH peaKInu,
MMEeIOT IeProJ OKOJ0 MUHYThI.

Hajee 6bLIM OOHAPYIKEHBI KOJIEOAHUS B PA3JIMYHBIX IIPOIleccax, CBs-
3aHHBIX C CHHTe30M U runposau3dom AT®. Broliu HaligeHbl KoaebaTes b-
HbIe ABJEHUA B I'ellaTOINTAaX, B IPOIeCcCax, CBA3AHHLIX C CUIHAIbLHBIMI
cucTeMaMu, IpesKe BCero 3aBUCUMBIX OT Kaabiud [1, 2, 6].

Ca?"-3aBucumbie meTaGonnyeckme CUCTemMbl

YHuUBepcarbHadA U IIUPOKO PacIIPOCTPaHeHHAad PeryjaATopHas cucreMa
cBasana ¢ nonamu Ca?*. MIoOHBI KaIbIua 00PasyIoT ILJIOX0 PACTBOPUMEIE
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KOMILIEKChI ¢ ochaTaMu, KOTOPBIX MHOTO B KJETKe II0 IPUUYNHE UX
yJacTusa B 00pasoBaHUU M HAKOILJIEHUU OOTaThIX 9Heprueil CoefnHeHnA.
Cocy1tecrsoBanue B ruToimiazme gpocdaros u Ca?t B BLICOKON KOHIIEH-
TPAIMU IPUBEJO ObI K BBIIIAJeHUIO B 0CAA0K coJeit ¢ochara KaabIusa U
Imapajan30Bajo Obl [eATeJIbHOCTL KJIeTKU. KiIeTKoii ObLIU CO3maHbI cIIe-
nuajabHbIe TPAHCIOPTHBIE CHCTEMbI, obeclneunBarlnue yaansenue Cat
U3 IUTOMJIA3MBI.

B cocrosanu nokoa koumnenrpanusa Ca?" B muromiasmMe oueHb MaJja,
u J1000e yBeJIWUeHVE KOHIIEHTPAIMUN BOCIPUHUMAETCA KJETKON Kak
CHUJIbHBIM cuUTHaJ (KOHIIEHTPAI[Us MOHOB KaJIbIUA B I[UTOILIA3ME€ CO-
craBiasger npuMmepHo 50-100 uM, B MeKKJIETOUHOM IIPOCTPAHCTBE —
npumepuo 3 mM) [1, 2, 4, 5, 6].

Cucremsl, ypanawomue Ca?t M3 muTomIasMbl U MOAAEDP:KUBAIOIIAE
HUBKUN YPOBEHb STUX HMOHOB B COCTOSIHUM IIOKOS, BCTPOEHBI B MEM-
OpaHbl. B Hapy:KHOI IIasMaTHYecKoli MeMOpaHe pacmoJsoskeHa Ca2'-

AT®aza — macoc, BeiKauuBaromuii Ca?"™ IpoOTHUB OCMOTHYECKOTO IIO-
TeHIrAaJIa KaJbIIUA U3 KJIETKHU BO BHEIIIHIO CPeay 3a CUeT I'UApPOoJun3a
AT®, — u cnenuansabeiii Na™/Ca?"-00MeHHIK, KOTOPEII B 3aBUCHMO-

CTU OT YCJOBUI MOYKeT OOMEHUBATh BHYTPUKJETOUHBIN KaJbIIUUN Ha
BHEKJIETOUHBIN.

Ha memOpaHax sHIOIIJIa3MaTUUYeCKOT0 peTuKyayma (9P) pacmoioske-
Ha Ca?t-ATd®aza, koropaa 3a cuer rugpoausa AT® nepememjaer Ca?"
13 IUTOILIa3Mbl B HuctepHbl OP. Kpome TOro, B MUTOXOHAPUAX TaK-
°Ke HaXOJHTCs cllellmajbHas TPAHCIOPTHAS CHUCTeMa, IepeMelralnas
KaJIbIUI 13 IUTOIJIA3MbI B MaTpukKc. Ilpeamosaraercs, 4To Ha OCHOBE
CHCTEeM, BBIBOAAIIUX MOHBI KaJbIUA M3 KJIETKU U KOHTPOJUPYIOIIUX
UX KOHIIEHTPAINI0O BHYTPU KJIETKM, IIOSBUJINCHL KaJbI[Hii-3aBUCUMbIE
CUTHAJbHbBIE CICTEeMBI.

FfopMoHanbHO-3aBMCUMMas CUCTEMa TpaHcnopTa
MOHOB KaNbLuus B KJleTKax

IIpu cBA3BLIBAaHUU OIPEJIeIEHHBIX TOPMOHOB C PEIlelITOPaMU Ha IIOBEPX-
HOCTH KJIETKU AKTHUBUPYETCHA IIYTh PEryJsSIUU MOCTYIJIEHUS B KJIETKY
nonos Ca?" mocpencrBoM mHO3uTOJ-1,4,5-Tpudochara (IP,). Mauunie
0 IOTOKaX KaJbIIUs B KOMIIapTMEHTaX KJIETKU, KOTOPbIe YUaCTBYIOT B
(opmuposaruu IP,-3aBUCHMBIX IIPOIlECCOB, IPUBeIeHb! Ha puc. 1.2.

B ucciremoBaHmAX 4yacTo mcmoab3yoT Ca?t-uyBcTBUTENbHEIE (DIIyO-
peclleHTHbIe MHAWKATOPHI AJIS HAOMIOAEHUS 3a IIUTOILIa3MaTHUYECKUM
Ca®* mocne IP,-axtuBanuu. Bemnecku Ca®' oTpaxaioT JOKaJIbHOE OT-
KkpeiBaHue B OP orgenpHbIXx Ca’™-KaHaIoB MM UX HeOOJBIINX I'PYII,
xKorzma IP, cBaseiBaeTca ¢ perenTopom Ha memOpane OP.

ITockonbKy pasauunble Ca?t-cBasbIBaromiue 6eJIKH caysRaT 0ydhepoM
n orpaHmUuBaT Aud@ysuno Ca?", curHAJ 4acTo OCTaeTCA JIOKAJIH30-
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Puc. 1.2. Cxema IP,-3aBMCUMBIX TTOTOKOB MOHOB Ca%* B kiaerke. O6006mIIeHIE
JAaHHBIX, IOKAa3aHHLIX Ha puc. 1.3, Ajsg (POPMUPOBAHUA MUHNMAJIBHON MOIEJIN
TOTOKOB MOHOB KaJyblius. O00o3HaueHUsT MeTaboJUTOB U CKOPOCTell CM. B TeK-
cre. ITo [1]

BHekneTo4yHoe
NpOCTPaHCTBO
®dakTop pocTta
> XemoTakcumc
o KOMMOHEHTbI BHEKIETOYHOIO
Ca®™ - * maTpukca
AroHuct Katianb |
\‘ PeuenTop I
= m Cekpeuus

KneTouyHas
mMembpaHa Ca®*- | Na?'- —Ca®

Ins (1, 4, 5)P, ATPa3a | 0GMeHHMK

TpaHcnopT ca®
AxTBaunsa pepmeHToB
Perynsuuns umtockeneta
Perynsuuns KneTo4yHoro umkna

Ins (1, 4, 5)P,

I\
|
|
|
Y

Ins(1, 4, 5)P,

/ Ca*" - f
ATdaza TpaHckpunums
. AnonTo3
OHaonnasmaTuyeckumin
peTuKynym fAnpo MuTtoxoHapus

Puc. 1.3. Yuactue Ca%"-cBassiBaronux 6eJIKOB IIPHU IIepefade CUTHAIA B KJET-
ke [4]. Ins(1, 4, 5)P, — wmnosuron-1,4,5-tpudocdar (naree B Texcre IP,);
PtdIns(1, 4, 5)P, — docharuguinrosuTon (4,5) nudochar; CaCB — ranpuuii-
cBA3bIBatoIue 6enku. Ilo [4, 5]
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BaHHBIM B MecTe Bxoga Ca?" B muroszonb. OfHAKO, eCIU BHEKJIETOUHBIH
CUTHAJI IOCTATOYHO CUJBHBIA U IIPONOJKUTEIbHBIN, 9TOT JIOKAJbHBIN
curgan Ca?" MoKeT pacIpoCTPaHATLCSA IO IUTO30JI0 KaK CAMOIOZ-
nepaxuBamomtasaca BoaHa Ca?". Koumebanua Ca?™ mMoryT mpomosxaTbes
CTOJIBKO BpPeMeHU, CKOJBLKO PEIeNTOPhl HAa MOBEPXHOCTU KJIETKM OCTa-
OTCA aKTUBUPOBaHHBIMU. CUunTaeTcs, 4To, 0o KpaliHeil Mepe YaCTUYHO,
BOJIHBI 1 KOJIe0OAHUS 3aBUCAT OT COUETAHUS IIOJIOKUTEJbHBIX U OTPHU-
IaTeJbHBIX O0PAaTHBIX CBA3el Mexay KaabnueMm u IP,-pemenropamu u
PHAHOLUHOBLIMHU pelleTopaMi. BeicBoOoxkmaeMblii Ca?™ cHauanma cTu-
MYJIHUpyeT JanbHelimee Buigenenue Ca?™ o60uMu TUIAMU PEIlelITOPOB B
mpoiiecce, HocameM HaszBaHue Ca? -mHAYIIMPOBAHHOTO BEICBOOOMXKJeHI
KaJIbIUsA, HO 3aTeM, KaK TOJBKO €ro KOHIIeHTPAI[US CTAHOBUTCS BBHICO-
koit, Ca?"™ mHrnbupyeTr BBICBOOOKIeHHe, U TaKas OTpUIlaTeIbHAas 00-
paTHas CBA3D C 3aJePrKKOI IPUBOAUT K KOJIeOaHUAM.

Mopenb ropMoHanbHOMU perynauuu
MOTOKOB MOHOB KaJibLuS B KJIeTKe

MusuEMaIbHAA MOJe]b IOTOKOB 1oHOB Ca?" B KJeTKe onepupyeT AByMs
IepeMeHHBIMU: S, IJId KaJbIHUsA B IUTO30JIe U S, B TOPMOH-HEUyBCTBU-
TeJbHOM Jello (rOpMOH-HeUyBCTBUTEJAbHOM ITyJe). Ha puc. 1.2 KOHIIeH-
TpanuAM S, u S, COOTBETCTBYIOT oGo3HaueHus Cagl u CaZ .

Mogens BrTIOUaeT IP,-3aBucuMble TOoTOKKM MOHOB Ca®" Ha rpaHMIax
KOMIIaPTMEHTOB, IIOKa3aHHLIX BBIIIE Ha puc. 1.2: BHEKJeTOYHAas cpena,
IIUTO30JIb KJIETKU, TOPMOH-UYYBCTBUTEJbHBIN OP 1 1eno ropMoH-HeUyB-
crBuTebHOTO OP. B Momenm 9TuM IIOTOKaM COIIOCTaBJEHBI CKOPOCTH,

(dopmupyronue 6ananc MeTabogIuTOB S, U S,.

1. IIpUTOK U OTTOK ITUTO30JHHOTO KaJbIIU Uepes IIJIa3MaTUUECKYIO
MeMOpaHy CO CKOPOCTAMHY U; U U, COOTBETCTBEHHO.

2. TopMoOHAIBHO AKTUBUPYEMOE BBHICBOOOMKIEHNE KaJbIlUS U3 BHY-
TPUKJIETOYHOTO I1yJia, YYBCTBUTEJIbHOTO K TOPMOHY (V).

3. AKTUBHBIN TPAHCIOPT IIUTO30JHHOTO KAJBIMA B TOPMOH-HEUYB-
CTBUTEJIbHBIN 1y (V,).

4. BricBOOOKIeHINE KaJbIIUA 13 TOPMOHAJIbHO-HEUYBCTBUTEJILHOTO
myJia, KOTOPOe aKTHUBUPYETCA ITUTOILIa3MAaTHUECKUM KaJbI[IeM
(mexanusm Ca?"-mHIYIUPOBAHHOIO BBLICBOOOMKICHUA KAJILIUSA,
CKOPOCTB V).

5. CBOOOOHBINI OTTOK KAJbIINUSA U3 TOPMOH-HEUYBCTBUTEJILHOIO IIyJa
B IIUTO30JIb (V).

Mogensb cocTouT U3 AByxX AuddepeHnaaIbHbIX YPaBHEHU:

dS1
szl—vz+v3—v4+ v5+06,

as, (6)

W=U4—U5—Uﬁ.
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Breraerounas koHneHTpanusa Ca?t 3HAUMTEIBHO IIPEBBIIIAET I[UTO-
30JILHYIO U IoJiaraeTcda mocToaHHol (0ydep). ITosToMy CKOPOCTH IIOTO-
Ka v, HemaMeHHa. Bojee Toro, moapo6HOEe paccMoTpeHHe cuUCTeMbI (6)
I03BOJIAET CYUTATh CKOPOCTb U, IIOCTOSHHOW U OObeAMHUTHL 3T [JBE
CKOPOCTH B MOJeNIH U, = U; + U,. CKOPOCTB U, MOCTOSAHHA 110 IPUYMHE
6BICTpOPO 3alloJIHEHN A KaJIbIIlMeéM I'OPpMOHAJBbHO-YYBCTBUTEJIBHOI'O OEII0
I9P. K Tomy sxe aTa CKOPOCTH 3aBUCUT TOJBKO OT BeTMunHbI IP,-cTumyna
B cucreMe. IToaTomy Jajiee B cceJOBAHIU MOJETN CKOPOCTD V) MOM¥KHO
MIPUHUMATH 3a mapaMeTp (MHTeHCUBHOCTH CTUMYJIa), OTIPeesieMbIi yC-
JIOBUAMU 5KCIIEPUMEHTA II0 CTUMYJINPOBAHUIO KIETKHU.

ds,
W:vo_ U, — U, + Uy + Vg»

as, (7)
W: 1)4 — 05 — 06.

Paccmorpum gmeranibHbIe MeXaHU3MBI BceX cKopocteir mozmeau (7),
HNCIIOJNB3YydA OJA HUX HOCTATOYHO IIPOCTHIE IIPEAIIONIOKEHNA, KaK IIOKa-
3amo B Tabm. 1.1.

Tabruua 1.1

MexaHu3Mbl CKOpPOCTEN, Npeanaraembie
AN cxeMbl NpoueccoB Ha puc. 1.2

CropocTs MexaHusm ITpomeccrl, OT KOTOPBIX 3aBUCHUT U,

v, v, v, IToToKM KaabIus B IIUTOILIA3MY B OTBET Ha

CTUMYJI

0

kS, IIpo1ieccsl, mpoTeKaroIe ¢ 3aTPaTon
9HEepPruu, — aKTUBHOE yAaJleHre KaJbIlUd 13
IIUTOIJIA3MBI 3a cueT ruapoansa ATD.
Ca?"™-ATd®daza 3a cuer rugpoausza ATD
mepemMeIaeT NOHbI KaJabIAs IPOTUB
OCMOTHYECKOTO IIOTEHIINAJIA U3 ITUTOIIa3Mbl
B MEXKKJIETOYHOE IIPOCTPAHCTBO (V,) WIn

B HEUYBCTBUTEJIbHOE K TOPMOHY neno (v,),
"HanpuMmep OP. B 9T jKe IOTOKU BKJIIOUEH
TaCCUBHBIA OTTOK KaJIBIIUSA U3 ITUTOIIa3MBbI

kS,

Uy E,S,Sr YpaBHeHue Xuiuma. KO’5 — KOHCTaHTAa
W TIOJIYHACBHIIEeHNA CKOPOCTHU II0 MEXaHU3MY

’ Muxasnuca—MeHTeH, n — KO3(PUITUEHT
Xunna

k.S ITlaccuBHBIN TOTOK KaJbIIUSA B ITUTOMIJIA3MY
yepes MmeMOpaHy OP miu KIeTouHyIo

MeMOpaHy
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ITocse moACTaHOBKM BBHIPAXKEHUH /I CKOPOCTEH U; MOJIyIUM CHCTe-
My (8) miasa mMaTeMaTUUYeCKOM MOAeJaN BHYTPUKJIETOUHBIX KOJieOaHmil
KOHIIEHTPAIIUH KaJabIlUA.

a5, RS, — kS + 5 g

dr " Y~ - Tn ran ’

dz 0 21 41 K;),5+S1 62

ds, k.S,S" @)

2 = UV, — 7> an V..
dt ~ 4+ Kp +Sp

C momoipio Mozenn (8) MOMKHO MCCJIEeIOBATH IIOBEIEHNE CUCTEMBI
IIOTOKOB KaJbLUs B 3aBUCUMOCTH OT BEJIMYUHBI Imapamerpa v, (Cym-
MapHOTO TOCTYILJIeHNEe KaJbINA uepes3 IJIadMaTUYecKyi0o MeMOpaHy u
TOPMOHAJBHO AaKTHUBUPYEMOT'O BBICBOOOMKIEHUSA KaJbIIUSA W3 BHYTPHU-
KJieTouHOoro myJa). OKoHUaTeIbHO CYIEeCTBOBAHME YCTOWUMBBIX KOJIe-
OaHUI MOATBEPIKAAETCS UYNCJIEHHBIM MHTETPUPOBAHUEM CHUCTEMBI YPaB-
HeHUU IPU YCIOBUM BLIOOpA IMapaMeTpoB u3 Auamnasona ¢ > 0.

Uccaenyem cuctemy AByxX nuddepeHInaIbHbIX ypaBHeHU (8) B 00-
ImeM BHJe, He NeTaJIu3upPys 3aBUCHMOCTH CKOPOCTeH U, OT KOHIIeHTpa-
nuii S, u S,.

PaszymHO cunTaTh, 4YTO CKOPOCTHU U, U U, ABYX Ca%"/AT®-3aBuCUMBIX
HAaCOCOB aKTUBUPYIOTCS ITUTO30JIbHBIM KaJbIleM (TO €CThb 3aBHCAT OT
KOHIIEHTPAIUX S,), B TO BpeMsA KaK OHU He 3aBUCAT OT KOHIEHTPAIuu
3aIlaCeHHOro Kaublua S,. C MaTeMaTUIeCKON TOYKM 3PEHUA DTO O3HA-
Yaer, 4To

dvo, dv,

d_Sl 07 d_Sl 07

dv, _ o, s _ ®
ds, ’ ds, )

,HJIS[ CKOPOCTH IMMAaCCUBHOTO IIOTOKA Vg MOKHO CIUTATDh, UTO

dv, . dug
as. ~ % Gs. > 0. (10)

dopmMaIbHO MTaCCHUBHOE IIOCTYIJIEHWE KaJbI[ud B TOPMOHAJBHO-
HEUYBCTBUTEJIbHBIN ITyJI MOXKHO YY€CTh B IIOTOKE U,.

B crammoHapHOM COCTOAHWMU paciipelejieHHMe CKOPOCTel peaKInii
st cuctemsl (7):

Vg = Uy,

U, = Uy + Vg-
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Tum ocoboii TOUKU oIpeaesideM HUCXOAA 13 Koa(h(UIIMEeHTOB JIMHea-
pI/IBOBaHHOfI CUCTEeMBI:

4P dP
ds, ds,
4@ d@
ds, ds,
rae P u @ — mpaBble yacTu ypaBHeHu# cucteMsl (7). C yueToM COOTHO-
menuit (9) u (10) monyuaem:

dpP __dv2 B do, 3 d05
dSl_ ds, dS, dSl’

dP dv, | dug

= +

ds, dS, dS, ’

d dv, 3 do,

ds, B ds, dS, ?

dQ _dv5 B du,

ds, dSs dSz'

Taxum obpasom,

A~ dv, (dv5 N dvsj
ds, \ dS, dS,
ITocKOMBKY HAC MHTEPECYET CUTYAIlNA, KOTAA B CUCTEME IIPOUCKOIAT
aBTOKOJe€0aHUA (TO €CTh CYIIECTBYET IPENeJbHBIM ITUKJI), BBIITUIIEM

HeO6XO/II/IMBIe YCJIIOBUA: G > 0 1 ¢ MeHseT 3HAK. HOCKOJIBKy B HaIlIUX

IIPEeAIIONIOMKEeHUAX

dv,
as, %

o > 0 Bcerga, U HEOOXOAUMBIM ycjaoBueM Oudypramuu Xonda CIy:KUT
HepaBeHCTBO ¢ > 0. A 9TO 0O3HaUaeT, YTO:
dov dov
_dS5 + _d86 > 0.
2 2
Hasee, nyiss Toro 4ToObI G MeHsAJA 3HAK, HEOOXOIMMO BBITIOJITHEHUE
HepaBeHCTBAa:

do,
d_Sl > 0.








