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THERMODYNAMICS
OF BIOLOGICAL
PROCESSES

A. B. RUBIN

Thermodynamic laws and
their application for the
analysis of biological pro-
cesses are considered.
Different biological phe-
nomena are discussed
with respect to thermody-
namics of irreversible
processes.

PaccmoTpeHO npumeHe-
HUe 3aKOHOB TepMoguHa-
MUK K OUOIIOrM4ecKum
npoyeccam. O6cyxaaroT-
cs pes3ynbTatbl NPUMeEHe-
HUSA TepMO[MHaMUKU He-
obpaTuMbIX NMPOLEeccoB K
aHanu3y 6uosiorn4ecKkunx
SABJIEHUMN.

TEPMOAWHAMMKA
BUOJIOFMYECKMX NPOLLECCOB

A. b. PYBUH

MockoBCkuii rocy[apCTBEHHbIN yHUBEPCUTET
um. M.B. JlomoHocoBa

TepMoamHamMyKa paccMaTpuBaeT OOIIME 3aKOHO-
MEpPHOCTU TIpeBpallleHus 3Hepruu B (opme Teria u
paboThl MexXay TedaMu. B OTKPBITHIX OMOJIOTHUYECKUX
CHCTeMax IOCTOSIHHO TPOMCXOOUT Tpolecc ooMeHa
SHeprueit ¢ BHeIIHe# cpenoil. BHyTpeHHMEe MeTabosu-
YECKUE MPOLECCHI TAKXKE COMPOBOXKIAIOTCS MpeBpaliie-
HUSIMU OTHUX (hOPM DHEPIUU B Apyrue. JlocTaTouyHo Ha-
IMIOMHUTh O MEXaHUUYECKUX Mpolieccax, TpaHCchopMalumu
SHEPruu KBaHTa CBETa B BHEPIUIO 3JIEKTPOHHOTO BO3-
OyXIeHHUsI MOJIEKYJT TUTMEHTOB, a 3aTEM B 9HEPTUIO XH1-
MUYECKUX CBSI3eii BOCCTAHOBJIEHHBIX COeIMHEHUI B (hO-
TocuHTe3e. Jpyroii mpuMep — rnpeoOpazoBaHUe SHEPTUU
3JIEKTPOXUMUYECKOTO TPAaHCMEMOPAHHOTO TTOTeHIIMAaa
B sHepruio AT® B 610JI0rn4ecKux MeMOpaHax.

Ceityac MbI TOHUMaeM, YTO MEXaHU3MBI TpaHCHOP-
MallM¥i SHEPTUM B OMOCTPYKTYpax CBSI3aHbI ¢ KOH(MOP-
MAalMOHHBIMHU TPEBPALEHUSIMU OCOObIX MaKpoMoJie-
KYJISIDHBIX KOMILJIEKCOB, TaKMX, KaK pPeaKIMOHHBIC
HeHTpbl (orocunteza, H-AT®Paza xyoporiactoB u
MUTOXOHIpUIi, ObakTepropomoncuH. OgHaKO ITOMUMO
BBISICHEHUsSI JIETAIBHOTO XapakTepa MPOMCXOASIINX
3[1ECh MPOLECCOB OCOObIN UHTEPEC MPEACTABISIIOT 00-
e XapaKTePUCTUKM 3(PGHEKTUBHOCTU TTpeobpa3oBa-
HUS SHEPTUN B TAKMX MAaKPOMOJIEKYJISIPHBIX MalllMHAX.

Ha 5tu Bompock! npusBaHa OTBETUTh TEPMOAMUHA-
MUKa OMOJIOTMYECKUX ITPOLIECCOB — OIMH U3 Pa3/eiioB
TeopeTudecKkoi Onopusnku. Hrxe Mbl yBUIUM, KAKUM
00pa3oM NPUMEHSIIOTCS TMPEACTaBICHUsI TePMOAUHA-
MUKHU HEOOPATUMBIX IPOLIECCOB U B YEM COCTOSIT HECOM-
HEHHAs LEHHOCTb M OTPaHUYEHUSA TAKOIO IOAXO[a B
aHaJIn3e OMOJIOTMYECKUX SIBJIEHUM.

TEPMOAUMHAMUKA HEOBEPATUMbIX MPOLIECCOB
B BUOJIOTMYECKUX CUCTEMAX
BB/IN3N PABHOBECUSA

B xrmaccuyeckoii TepMOaIMHAMUKE paccMaTpUBalOT-
¢S IJIaBHBIM 00pa3oM PaBHOBECHBIE COCTOSIHMSI CUCTE-
MBI, B KOTOPBIX ITapaMeTPhl HEe U3MEHSIOTCSI BO BPEMEHMU.
OnHaKo B OTKPBITBIX CUCTEMaxX peakIud U COOTBETCT-
BYIOIIIME 2HEPreTUYecKHe IMpeBpalieHusT MPOUCXOISIT
MOCTOSIHHO, U MIO3TOMY 3/IeCh HEOOXOAMMO 3HaTh CKO-
poctu TpaHChOPMALIMM SHEPTMU B KaXIbIi MOMEHT
BpeMeHHU. DTO 3HAYMT, YTO B IHEPTETUIECKUX pacyeTax
HaJ0 YIUTHIBATh U (pakTop BpeMeHU. 11 3Toro Heoo-
XOAMMO KaKMM-TO 00pa3oM coueTaTh TEpMOJMHAMMYE-
CKUiI1 1 KHUHETUYECKUI1 IMOAXObI B ONIMCAHUU CBOWCTB
OTKPBITOI CICTEMBI.
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HamoMHuM BHauaje conepxkaHue OCHOBHBIX 3aKO-
HOB KJIACCUYECKON TEPMOIMHAMUKYA U Pe3YIbTAThl UX
npuMeHeHus: B 0nosoruu. CorracHO epBOMY 3aKOHY,
KOJIMYECTBO TEIJIOTHI O, TMOTIOUIEHHOE CUCTEMOI U3
BHEIITHEH cpenbl, UAET Ha YBeJIMYeHNE ee BHYTpeHHeH
sHepruu dUn coBepiiieHKe o6111eii paboThl 04, KoTopast
BKJIIOYAET pabOTy IPOTUB CUJI BHEIIIHEro naBieHus P
10 U3MeHeHHuIo0 obbeMa dV crucTeMbl U MaKCUMAJTbHYIO
MOJIE3HYIO paboTy 0A_ , COITPOBOXAAIONIYIO XMMHUYEC-
KWe TIpeBpaIieHus:

max

00 =dU + 04,
rme pabota
0A =pdV +0A,,,
VIR
00 =dU+pdV+0dA,,,. (1)

OrnbITHas TIpOBepKa MEpBOro 3aKOHA MTPOBOAMIIACH
B CMeIIMAIbHBIX KAIOPUMETPAX, T/Ie U3MEPSIACh TETIO-
Ta, BblIEJEHHAs! OPraHU3MOM B Tpolieccax MeTaboIn3-
Ma, TIpYU UCIapeHMSIX, a TAKXKe BMECTE C MPOAYKTaAMU
BbIieieHns. OKa3aoch, YTO BhIIETICHHAsT OPraHU3MOM
TEeIJIoTa TOJHOCThIO COOTBETCTBYET dHEPIMU, TOTJIO-
IIEHHO! BMeCTe ¢ UTaTeIbHBIMU BelliecTBamMu. Cripa-
BEJIUBOCTB MEPBOTO 3aKOHA O3HAYAET, YTO caM 1o cebe
OpraHu3M He SIBJISIeTCS] He3aBUCUMBIM UCTOYHUKOM Ka-
KOM-11M00 HOBOI SHEPIUU.

Bropoii 3aKoH TepMOTMHAMMKY JaeT KpUTSPUI Ha-
TIPaBJIEHHOCTH CaMOIIPOM3BOJIbHBIX HEOOPATUMBIX TIPO-
11eccoB. Bcsikoe M3MeHeHUe COCTOSTHUST CUCTEMBI OTTH -
CBIBA€TCS COOTBETCTBYIOIIIMM W3MEHEHUWEM 0C000i
(YHKIIMK COCTOSIHUSI — SHTPOIUHM S, KOTOpas orpee-
JIIeTcs CyMMapHOM BEJIMIMHOM TTOTJIONICHHBIX CHCTE-
MOIi mpuBeAeHHbIX TetuioT Q/ T+

= 9Q
dS= == ()

3HaK HEpaBEHCTBA OTHOCUTCS K HEPABHOBECHBIM ITPO-
eccaM. B nzonupoBaHHBIX cuctemax 0Q = 0 u, cieno-
BaTeJIbHO,

ds=0. 3)

B 3TOM M COCTOUT 3BOJIIOLIMOHHBIN KPUTEPUl Ha-
MPaBJIEHHOCTU HEOOPAaTUMBIX U3MEHEHU B M30JIUPO-
BaHHBIX CHCTEMaX, KOTOPbIE BCETa UAYT C YBETUYEHU -
€M BJHTPONMUHU [0 €€ MAaKCUMAaJIbHbIX 3HAUYeHU TpU
OKOHYaHMHU Tpoliecca ¥ YCTaHOBJICHUY TEPMOIUHAMM -
YeCKOro paBHOBECHSI. YBEIMUEHME SHTPOITUM O3HAYAET
najieHue CTeNeHu YIopsIIOYeHHOCTH U OpraHUW30BaH-
HOCTH B CUCTEME, €€ XaOTU3alI1IO.

M3MEHEHUE SHTPOMUN
B OTKPbITbIX CUCTEMAX

IIpuMeHeHEe BTOPOTO 3aKOHAa K OMOJIOTMYECKUM
cHUcTeMaM B €ro KJIAaCCUYeCcKOl (hopMyanpoBKe TPUBO-
JIUT, KaK Ka)KeTcsl Ha MepBbIi B3I, K MapanoKcaib-
HOMY BBIBOJLY, UTO ITPOLIECCHI XKU3HEAESITSIbHOCTH UIAYT
C HapyIlIeHWeM MMPUHIIUIIOB TEPMOTUHAMUKH.
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B camoM nene, yCIOXKHEHUE U YBEJIMUYEHHE YIIOPSI-
JIOYEHHOCTU OPraHM3MOB B IIEPMOJ MX POCTa COIPO-
BOXIAIOTCS KaXKYIIMMCSI YMEHbILICHUEM, a HE YBeIMJe-
HHMEM SHTPOIMH, KaK JOJIKHO OBUTO OBl CJIEIOBaTh U3
BTOPOTO 3aKOHa.

OnHako yBeJIMYeHNE SHTPOIIMY B HEOOpATUMBIX Ca-
MOITPOM3BOJILHBIX MPOIEccax MPOUCXOAUT B U30JIUPO-
BaHHBIX CHCTEMax, a OMOJIOTMYECKUE CUCTEMBbI SIBJISI-
I0TCST OTKPBITHIMU. [TpoGieMa Mo3TOMY 3aKITIoUaeTcs B
TOM, YTOOBI, BO-TIEPBBIX, TOHSITh, KaK CBSI3aHO U3MEHE-
HME SHTPOIMUU C NapaMeTpaMu MPOLIECCOB B OTKPBITOMN
CHCTEeMeE, a BO-BTOPBIX, BBISICHUTh, MOXKHO JIU TIpe/IcKa-
3aTh oOlIee HampaBieHUEe HeOOPaTUMBIX TTPOIIECCOB B
OTKPBITOM CHCTEME IO UBMEHEHUIO ee SHTponuu. [i1aB-
Hasl TPYAHOCTb B PEIIEHUHU 3TOI MPOOJIEMBbI COCTOUT B
TOM, YTO MBI IOJDKHBI YYUTBIBATh U3BMEHEHUE BCEX TEP-
MOAMHAMUYECKHUX BEJIMIMH BO BPEMEHU HETOCPEICT-
BEHHO B XOJIe¢ TTPOIIECCOB B OTKPHITOI cucteme. [TocTy-
gar WU.P. IlpuroxuHa COCTOMT B TOM, 4YTO OOIlee
U3MEHEHHME SHTPOINUU dS OTKPBITON CUCTEMbI MOXET
MTPOMCXOIUTH HE3aBUCUMO JIMOO 3a CUET IPOIIECCOB 00-
MeEHa ¢ BHeIHeH cpenoit (d,S), 1100 BCaeICTBUE BHYT-
PEHHUX HeoOpaTUMBbIX Ipoueccos (d.S):

dS=d.S+ds. 4)

Bo Beex peanbHbIX citydasix d.S > 0, ¥ TOJIBKO €CJIU BHYT-
pPEHHUE TPOLIeCChl UAYT 0OpaTUMO U PaBHOBECHO, TO
d.S = 0. Ing uzonupoBaHHbIX cucteM d,S = 0, U MBI
TIPUXOIUM K KIACCUYECKON (hOPMYIUPOBKE BTOPOTO
3aKOHa:

dS=ds=0.

B xieTo9HOM MeTaboM3Me BCETia MOXHO BBINE-
JIUTh TaKue ABE TPYMIbI MpoleccoB. Hampumep, mo-
CTYIUIEHUE U3BHE MJIIOKO3bI, BBIAEICHUE HapyXy Mpo-
JIYKTOB ee OKHCIeHMs (d,S) U OKHCIIeHUE DIIIOKO3bI B
npoueccax abixanud (d.S).

B dotocuHTe3e MpUTOK CBOOOIHOI SHEPIrUU CBEeTa
MIPUBOAUT K YMEHBIIEHUIO SHTPONUU K1eTku d,S5 <0, a
TIPOIIECCHI TbIXaHWs, TUCCUMIIISIIIUY B KIIETKE YBETMIH -
BaloT ee sHTponuio 4,5 > 0. B 3aBUCUMOCTH OT COOTHO-
LIEHUsT CKOpOCTell u3MeHeHus d,S u d.S oblast SHTpo-
ust dS OTKPBHITOI CUCTEMBI MOXKET JIMOO YBETMUMBATHCS,
JTM6O0 YMEHBIIIATBCS CO BPEMEHEM.

Ecnu emMHCTBEHHOM TTPUMYMHON HEOOPaTUMOCTH U
YBEJIMUEHUST SHTPOIIUU CUCTEMBI SIBJISIIOTCSI €€ BHYT-
pPEHHUE IIPOLIECCHI, TO OHM BEOYT K YMEHBIICHUIO €€
TEpPMOIMHAMUYECKOrO MOTeHIMaaa. B aToM cirydae

dS_ 1rde
& )

rae G — TIOJHBIN TCpMOI[I/IHaMI/I‘{eCKI/Iﬁ IIoOTCHIMaI

(unu sHeprus [n6oca G = U + PV - 1T5).

MoXHO ToKa3aTb, YTO CKOPOCTb BO3HUKHOBE-
HUS TOJIOXHUTEIbHON DHTPOIMU BHYTPU OTKPHITOMN
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XUMHUYECKON CUCTEMbI 3aBUCUT OT XUMMUECKOTO CPO/I-
CcTBa A I CKOPOCTH peaKiiuu U:

di S 1

— ==[Av >0. 6

a T ©)
XUMHUUECKOE CPOICTBO A OIIpenesieTCsl pa3HOCThIO XM-
MMWYECKUX MOTEHILIMAJIOB PEareHTOB peaklluu, TO €CTh
ee IBUXKYILEW CUJION.

Bripaxkenue (6) nmeeT mpocToit cMbIci. OHO MoKa-
3BIBAET, YTO CKOPOCTh 00Pa30BaHUSI B CUCTEME TIOJIOXKH-
TEJIbHOM SHTPOITUH B XOJIe HEOOPATUMOI0 XMMIUYECKOTO
Tpolecca MPsIMO TMPOITOPIMOHAIbHA €T0 IBIDKYIIEH
cune A u ckopoct U. O4eBUIHO, YTO BeIUYMHA d,.S/ dt
SIBJISIETCSI, BOOOILIE TOBOPSI, IIEPEMEHHOI1, TTOCKOJIbKY B
XOJIe XUMUUECKOM peakIMK BCEe BPeMsI M3MEHSIIOTCS T1e-
peMeHHBbIE KOHIICHTPAIIMU PEearvpyrolnx BeIllecTB, a
cJIe0BaTeIbHO, M 3aBUCSIINE OT HUX BETUYUHBI A 1 L.

COOTHOLUEHME OH3ATEPA

Mexny ABUXYIIMMY CUJIaMU U CKOPOCTSIMU (TTIOTO-
KaMW) JOJKHA, OYEeBMIHO, CYIIECTBOBAaTb B3aMMO-
CBSI3b, IIPY KOTOPOI1 yBeJlndeHue (YMEHbIIEHUE) IBU-
KYILEH CUJTBI BBI3BIBAET COOTBETCTBYIOIIEE YBEJIMUCHUE
(YMeHbIlIeHHEe) CKOPOCTH Tpoiiecca. OTO OTHOCUTCS He
TOJIBKO K XUMMUYECKUM PEaKIUsIM, HO ¥ K IPYTUM He-
00paTHUMBIM IIpOliecCaM.

Hanpumep, mpoiiecchl nepeHoca Teria u b y3uu
BelleCTBa uepe3 MeMOpaHy M3 OJHO# (a3bl B APYTYIO
BKJTIOYAIOT ABVKYIIME CWJIBI — TPalUeHThl TeMIlepary-
DBl M KOHLIEHTPALIMiA, @ TOTOKHA COOTBETCTBYIOT IIEPEHO-
Cy TeIlla WM BelllecTBa MexXny AByMs (pazaMu. Bo Bcex
3TUX CTyJasix BO3pacTaHUe SHTPOIIUU UMEET BUT

d;S

Z=xJ>
T2 = XJ>0, )

roe X — JBMXYylIasda cujia, J — BeIm4rHA TTOTOKA.

Ecim cuctemMa HaxomuTcst BOJIM3U PaBHOBECHSI, TIIe
BEJIMYMHBI IBMXYIIUX CHJI Y TIOTOKOB OY€Hb MaJIbl, TO
MeXIy HIMU UMEETCs MpsiMasi MPOIopLIMOHaIbHAS 3a-
BUCHMOCTb:

J=LX, )
rae L — MOCTOSIHHBIN JIMHETHBIN KO3(P(PUITICHT.

Ecimi B OTKpBITOI cucTeMe BOJIM3M pPaBHOBECHS
MPOTEKAIOT OHOBPEMEHHO HECKOJbKO TPOLIECCOB, TO
MEXIY HUMHU CYIIECTBYIOT TEPMOAMHAMUYECKUE COOT-
HOIIIEHUsI, OTpaXawIlue UX B3auMHoe BiausHue. s
nByx npoueccos (J;, X)) u (J,, X,) 3T¥ COOTHOLIEHUS
HUMEIOT BUJL

Ji =L X+ LyX, 9
S =Ly X+ LyX,,

rie MOCTOSHHbIe Kod(duuueHTel L), L,, oTpaxaoT
3aBUCUMOCTb IIOTOKA OT CBOEI CUJIbI, a KO3(pDULIMEeH-
Thl L5, L,; COOTBETCTBYIOT B3aUMHOMY BJIMSIHUIO CHJIBI
OJIHOTO Ipoliecca Ha MOTOK Apyroro mpouecca. OHU
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HOCAT Ha3BaHMe KO3 (PULIMEeHTOB B3auMHOCcT OH3a-
repa. Boim3u paBHOBecus

L,=1L,. (10)

TCI'[Cp]) MO2KHO YCTaHOBUTDH KOJIMYCCTBECHHYIO CBA3b
MCXKIOY OMHOBPEMEHHO ITPOTCKAIOIMMU B KJIETKE ITPO-
neccaMm, HE 3HasdA X MOJICKYJIAPHBIX MCXaHU3MOB.

PaccMoOTpuM Mmpoliecc aKTUBHOTO ITEPeHOCa BEIECT-
Ba yepe3 OMOJIOTUIECKYI0 MeMOpaHy, KOTOPBIN TIPOVC-
XOIUT 32 CYET IHEPTUU COTIPSTAIOIIETO METAOOINIECKO-
IO IIPOLIECCa M IIO3TOMY MOXKET MATH IIPOTUB IpagreHTa
KOHIIEHTpAII1K TIepeHOCUMOTO BellecTBa. Torma

Ji=LX + LyX,

S, =L, X+ LyX, L,=1L,,

rae npouecc (J;, X|) CONPSKEHHOTo IepeHoca UIET
MPOTUB rpagueHTa cuibl X, (J;, X, < 0) 3a cueT aHepruu
conpsrawolero npouecca (J,, X, > 0). Ecnu conpsixe-
HUE OTCYTCTBYeT, TOo L, = L, =0 1 nmpoueccs! UayT He-
3aBUCHMO JIPYT OT JIpyra Moj NeCTBUEM TOJbKO CBOUX
JIBHXKYITUX CUJT

Ji=LX, S, =LykX,.

B HauabHBIE MOMEHTHI 3aITyCKa CCTEMBI OOJIbIIIast
CKOpOCTb COIpsiralouiero npouecca J, CHKaeTcs 110
MHMHUMAaJIbHBIX 3HAYEHUI, OIHOBPEMEHHO pPacTeT Be-
qnurHa X;. B pesynbTate aTMX U3MEHEHUI yCTaHABIM-
BaeTCsI CTAIIMOHAPHOE COCTOSTHUE, KOTIa PE3YIbTUPYIO-
LU CONPSKEHHBIN NMOTOK oOpalnaercs B Hynb: J; = 0.
Ecnu cuctema MoOJIHOCTBIO COMpsieHa, TO U ISl CO-
TMPSITAOIIEeTO MOTOKA YCTAHABIMBAETCS CTallMOHAPHOE
cocrogHue J, = 0. B aTOM citydae B cucteMe HET BUIU-
MBIX UBMEHEHWI 1 BCSI 9HEPTUST CONPSITAIOIIETO MOTOKa
TpaTUTCS Ha MojiepKaHue cUibl X;. MOXHO MBIC/IEH-
HO IPECTaBUTh cebe Koseco TypOUHBI B Boze (X)), CKo-
pocTs ee nBrkeHus (J,) 1 moToka Boasl (J,). BT coob-
paXkeHUsl CMpaBeIIMBBI HE TOJBKO JII aKTUBHOTO
IepeHoca, HO U Mg Ipyrux ciydaes. Tak, B MUTO-
XOHIPHUSIX CKOPOCTh OKMCJIEHUSI cyOcTpara, TO €CTh
CKOpPOCTh OBMXEHUSA (J,), CBI3aHA C OTHOLIEHUEM
AID/AT®, To ecTb ABMXKYILEH cuioil X;. B cocrosi-
HUU MUTOXOHIpPUiA, Korna KoHueHTpauusi AP paBHa
HYJII0 ¥ BUIUMoOro obpasoBaHus AT®D He mpoucxoaut
(J, = 0), Bcg aHeprus TpaTUTCA Ha MOLAEPXAaHUE MaK-
cuManbHoro yposHs (X' . Jlo6apieHune pa3odmuTe-
Jiell yMeHbLIaeT BeJIMYUHY X, , HO Toraa yxe J; = 0, yto
MPUBOAUT K YCKOPEHUIO COMPSITatolIero NoToKa.

Kosdpopumuent tpanchopmamum sHEpTMd B CO-
npAraloliux npoueccax paseH |J X,|/J,X, u B muro-
XOHIPUSIX MOXET ToCTUraTh 3HaueHuit 80—90%. [Tpu-
MeHeHUe ypaBHeHUM OH3arepa MO3BOJISIET MOJYYUTh
XapaKTepUCTUKUA MaKPOMOJIEKYJISIPHBIX KOMILJIEKCOB —
OMOJIOTUYECKUX TPaHC(HOPMATOPOB SHEPIUU, HE TIPU-
Oeras K IeTaJIbHOMY aHAJIU3Yy MEXaHU3MOB X (PYHKIIM-
OHHMPOBAHMSI.

=Fog=



TEOPEMA MNMPUIO0XWHA

MBI yXe BUIEIU, YTO B CTALIMOHAPHOM COCTOSTHUM B
OTKPBITOM cUCTEME
ds_d.S dS _

___+__0’

dt  dt dt

MpuyeM KaxIplit 13 wieHoB d,8/dt v d.S/ dt oTnyeH ot
HyJsisi. Bo3HMKaeT BOIpoc, MOXKHO JIM 10 XapaKTepy 13-
MEHEHUI BEJIUYUHBI d.S/dt BO BpeMeHU IpeacKa3aTh
YCTAHOBJIEHHE B OTKPBITOM CHUCTEME CTallMOHAPHOIO
cocrosiHus. OTBET Ha 3TOT Bompoc naet Teopema Ilpuro-
JKMHA, COIJIaCHO KOTOPOM B CTALIMOHAPHOM COCTOSIHUU
noyioxurenbHas GyHKuMs d.S/dt npuHUMaeT MHWHMU-
MaJIbHOE TOJIOXUTEeNbHOE 3HaueHue. ClegoBaTeibHO,
10 Mepe MPUOIMKEHUST K CTALIMOHAPHOMY COCTOSIHUIO
CKOPOCTh 00pa30BaHUsI SHTPONUU BHYTPU OTKPHITOM
CHCTeMbl MOHOTOHHO YMEHbIIIAeTCS, TOCTETIEHHO TTPY-
GIMXKAasICh K CBOEMY MUHUMAJILHOMY ITOJIOXUTEILHOMY
3HaYeHU10. B 3TOM cocToUT KpuTepuii HanpaBIeHHOC-
T HEOOPAaTUMBIX IPOLIECCOB B OTKPBITHIX CHCTEMaX,
HaXOoISIIMXCs BOJIM3M paBHOBECUSI, TIE CIIpaBELINBbI
cooTHoueHust OH3arepa.

N3 MoHOTOHHOTO XapakTepa maMeHenust 7d.S/dt
cJeayeT, YTo BOJIM3UM PaBHOBECHSI CTAllMOHAPHOE CO-
CTOSIHME HE MOXKET IMPeICTaBIsITh OO0 aBTOKOIe0a-
TETBHBIN pexknM. J|elicTBUTEIbHO, B 3TOM CJIyJae rmepe-
MEHHBIe KOHIIEHTpAllUM B CHUCTEME (a ClemoBaTebHO,
BEJMYUHBI J U X) UBMEHSIIOTCS IEpUOAUYECKU, UTO He-
COBMECTUMO C OIHOHAIIpaBJIeHHBIM MOHOTOHHBIM W3-
MeHeHueM 7d,S/dt v ee TIOCTOSTHCTBOM B CTallMOHap-
HOI TOUKe. DKCIIepUMEHTATbHBIE U3MEPEHUS CKOPOCTHU
00pa3oBaHUsI SHTPOIIUU BHYTPU CUCTEMbI MOXKHO MPO-
BOIUTH B KaJOpUMETpax, M3ydasi TEIUIOBbIE IOTOKH,
COIPOBOXKIAIOIINE 00pa30BaHMe SHTPOITUM TTPU HEO-
OpaTUMBbIX U3MEHEHMSIX B cucTeMme. B omnbiTax Ha G1o-
JIOTMYECKMX 00BbeKTax ObLIO MOKa3aHO, HallpuMep, YTO
CKOPOCTh TEIUIONPOAYKIIMY M WHTEHCHUBHOCTH JIbIXa-
HUSI B TpOLECCe Pa3BUTHUSI 3apOABIIIC HEMPEPHIBHO
YMEHBIIIAIOTCS] HaYMHasl C TEPBbIX CTaauii pa3BUTHS
opraHu3Ma U TOCTUTaIOT MOCTOSIHHBIX 3HAYEHU I B CTa-
MoHapHoi aze pocra. Cienyer, 01HaKO, UMETh B BU-
Iy, YTO YPOBEHb TE€PMOTeHE3a MOXET MEHSTHCS B XOJe
Pa3BUTHSI OpTaHNU3Ma He TOJIbKO BCIIEACTBUE U3MEHEHUS
BEJIMYMH IBMXKYIIMX CWJI U TIOTOKOB. TeraonpoayKiust
OpraHM3Ma 3aBUCUT U OT COCTOSIHUSI MEeMOpaHHBIX
CTPYKTYP M CTETIEHM COTIPSIKEHUSI TMPOLIECCOB OKMCIIH -
TeJbHOTO (hocopunrpoBanus. HakoHell, mpuHIUIIN-
aJbHBIM SIBJISIETCSI TO, YTO OMOJOTMYECKUE CUCTEMBI,
BOOOIIIE TOBOPSI, HAXOASTCS BIAIN OT PaBHOBECUSI, Te
MPOTNOPUMOHANIBHOCTh MeX1y J U X (9) uiu cooTHO-
meHus B3auMHocTu (10) HapymiaroTcsa. DTo ocodeH-
HO BaXkKHO JJISI OMOXMMUYECKUX MPOLIECCOB, TIe Hau-
Oosiee XapaKTepHBI TIepexoabl C U3MeHeHUsIMU AG =
= 1—2 kKajn/MoJ, a JuHeilHble cooTHOIlIeHUsT OH3a-
repa crpaBenuBbl ipu G = 0,2 kKan/monb. B Takux
YCJOBUSIX B CTAIlMOHAPHBIX COCTOSIHUSX, HAJIEKUX OT
paBHOBecHsI, TeopeMma I[IpuroxuHa HecIpaBeanMBa
(aBTOKOJIEOATEBHBIN PEXUM).
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TEPMOOAUMHAMMKA AKTUBHOIO TPAHCIOPTA

MBI paccMOTpPUM CUCTEMY aKTMBHOTO TPaHCTIOPTa
OIHOTO MOHa (HaTpusl), He COIPSKEHHOIO C IepeHO-
COM JIpYyTuX BellecTB. 1151 MpOCTOTHI paccyXaeHus Oy-
JIEeM CUUTaTh, YTO MOXKHO BBIICIUTh ONMH MeTaboImue-
CKHUI Tpoliecc, NMPUBOAMIIMI B IBUXEHNWE aKTUBHBINA
TpaHcnopt HaTpus (puc. 1).

00603HaYMM CKOPOCTh aKTUBHOTO TPAHCTIOPTa KaTH -
oHa uepe3 J}, CKOpPOCTh MeTabomM3Ma 4epes J,, Torma

Ji=LAX, + L%, A, (11)

‘]r = Lir X+ + LraAa

rae X, — oTpulareibHasl Pa3HOCTb JIEKTPOXMMUYEC-
KUX ITOTEHIIMAIOB KaTHOHA (MIYIIEeTo TPOTUB rpaineH-
Ta “cBOei” ABMXKYIIEH CUJIbI), A — CPOJACTBO META0O0IM -
YeCcKOW peakiuu, oOecreyuBaroleid TpaHCHopT. B
cllyyae OIHON MeTaboIMYecKoil peakuuu (TUApPOIU3
AT®) ckopocty moTpebiieHUsT U MPOU3BOACTBA BCEX
MeTabOoJIMTOB CBsI3aHbI cTexuoMeTrpudecku. [loaTomy
ISl OLIEHKM CKOPOCTU MeTab0IM3Ma MOXHO B3SITh, Ha-
puMep, CKOpocTb notpedseHus O, B nbixaHuu. Toraa
CPOICTBO A MOXET OBITh BBIPAXXEHO KaK OTPUIIATETb-
HO€ M3MEHEHME TOJHOTO TePMOAMHAMUYECKOTo TOo-
TeHlMasla MeTabonnueckoii peakiuu (ruaponus ATD)
Ha MoJb niotpedaeHus O, .

INoMerast ¢ 06erx cTOpoH MeMOpaHbl OMMHAKOBBIE
pactBopsl (AC = C} —C = 0) 1 u3MeHsisi TpaHCMeMG-
paHHYIO Pa3HOCTh MOTEHIMANIOB A MOXHO HAlTH U3
(11) penomenonornueckue koabduuuentst L, LS, ,
KOTOpBIE OMNpEACISIIOTCS M3 HaKJIOHA COOTBETCTBYIO-
X npsaMeix AJE = —L5 A(FAG) u AJE = —L%, A(FAD).

O4eBUIHO, B SKCIEPUMEHTAIbHBIX YCIOBUSIX IS
HaxoXAeHUsT KO3(hGUIMEHTOB BaXXHO COXPaHUThH Ia-
paMeTpbl CUCTEMBI U YMETh HaNpPaBJIEHHO BApbUPOBAaTh
Na npu rmoctostHCTBE A. OTBITH MPOBOAMIN Ha KOXeE
JIATYLLIKY, [1e BADbUPOBAIN 3HAUYEHUA Xy, TyTEM U3Me-
HeHust Ad. [Tpu 3TOM coxpaHsICsS COCTaB CMbIBalOLIEi
KUJIKOCTU M KOHUEHTpALMsl HATPUs MOAJEPXUBaIach
HEU3MEHHOM.

B mpsMmpix skcnepuMeHTax ObUla ITOATBEpXKIEHA
JINHEWHasl 3aBUCUMOCTb CKOPOCTU aKTMBHOTO TpaHC-
nopta Jy, oT A} Ha KoXe JATYIIKH, Tae AQ M3MEHIH

Na,

Out

Na,

Puc. 1. AKTMBHbI TpaHCNoOpPT HaTpusl. Ad — TpaHC-
MeMbpaHHasi pa3HOCTb NOTEHLMANOB
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CUMMETPUYHO B obnactu 0 — =80 MB. Bennuuny J,
MOXHO OMpPENEIATh Mo noriowmeHuto O, ¢ IPUMEHEHHU-
€M KHUCJIOPOJHBbIX 3JeKTponoB. Okaszajoch, YTO MPU
CUMMETPUYHBIX BO3MYILIEHUSX MOTEHLIMaJIa COOTHO-
meHue Mexnay J. 1 A¢ ObUIO JIMHEHHBIM B MHTEpBaJe
0 — =70 MB. Bbu1a M3yueHa TaKKe 3aBUCUMOCTD Jy,
u J, OT Hapy>XHOI KOHLIEHTPALIMY HATPUS B YCIOBUAX
TOCTOSIHCTBA €r0 BHYTPEHHE! KOHIIEHTPallUU MpU T0-
CTOSIHHOW HYJIEBOW PAa3HOCTU BJIEKTPUYECKUX TMOTEH-
manoB (A¢ = 0). B aTux ycioBHsIX Takke Haboqanach
JINHEWHAasA 3aBUCUMOCTb CKOPOCTH aKTHBHOTO TpaHC-
nopra Jy, ¥ MOMIOLIEHN KACI0poaa J, OT pa3HOCTH XHU-
MUYECKUX MOTEHUMANOB All,, Ha MeMOpaHe (puc. 2).
OnHako eciu Xy, U3MEHSTh ITyTeM BapbUPOBAHMS BHYT-
pEHHEel KOHIIEHTpaIlUK HAaTpusl, TO TUHEHHOCTD YK€ He
cobmogaeTcs. DTo 00YCIOBICHO YK€ M3MEHEHUSIMU B
MUKPOCTPYKTYPE 1 COCTaBE CAaMO MEMOPaHHI.

IlomoOHbIe MccaenoBaHUs OBLIM YCIICIIHO MpPOBe-
JeHbl 1 B OTHOUIEHWU aKTUBHOTO TpaHCIOPTa MPOTO-
HOB C MPUMEHEHUEM YpaBHEHUII HEPaBHOBECHOM Tep-
MOAWHAMUKU I IBYX TOTOKOB. Bo Bcex ciydasix
BapbUpoBaHue X, TTO3BOJISIET OLIECHUTh (DeHOMEHOIOTH -
yeckue Ko3Gh@UIIMEHTH U CPOJICTBO A ABUXYIIEH Me-
TaboJIMYECKOl peakliMu. B mociieqHee BpeMs aesialoTcst
YCMEIIHbIE TIOMBITKU MPUMEHUTh MOA0OHBIN hopMma-
JIU3M TSI OTIMCAHUSI TIPOIiecCcoB hocoprampoBaHus B
MUTOXOHIPUSIX U XJ1oporutacTax. CunTaeTcst OOIIenpu -
HSITBIM, YTO B 3TUX OOBEKTaX UMEETCSI TECHOE COTpPSIKe-
HUE MeXIy TpeMsl TJIaBHBIMM TpolieccaMu, JieXKaluMKu
B OCHOBE OMOZHEPTeTUKM KJIETOYHBIX MEMOpaH: 3JIeK-
TPOHHBII TPAHCIIOPT C OKUCIEHUEM cyocTpaTa (J;, A4,),
ocdhopunuposanne AIID c obpazosanuem ATD (J;,
Ap), TpaHcIOKauusl MPOTOHOB Yepe3 COMPSTrarollylo
MeMOpaHny (J,;, Ay,). KimoueByto posnb urpaer TpaHc-
MeMOpaHHas IUPKYJISIUS TPOTOHOB, KOTOpasi WHIY-
LIMPYETCS TIEPEHOCOM 3JIEKTPOHOB U, B CBOIO OUepe.b,
3amyckaeT cuHTe3 AT®. Kak okazanock, 31ech Takxe
MMEET MeCTO JIMHEHAsl 3aBUCUMOCTh MEXKJ1y CUJIAMU 1

Jza, HMonb Na J, HMOJb O,
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Puc. 2. a - cooTHowweHne mexay Jy, 1 Ad, 6 — cooT-
HoweHne mexay J, n Ap B MoHeBOM ny3bipe xabbl (N0
KenneHy)

PYBUH A.B. TEPMOANHAMUKA BUOJIOMMYECKUX NPOLIECCOB

IMOTOKaMHU, YTO JOJKHO TIO3BOJIUTb HAWTH OITBITHBIM
nyTeM Ko3GGUINEHTHI L.

Ha ocHoBe Takoro moaxoaa o0CyknaloTcsl pa3any-
HbIE TUTIOTE3bl HEPTETUIECKOTO COTpsKeHus. B yact-
HOCTHU, XEMMOCMOTHYECKasi THUIIOTe3a Ipearoyiaraet
HEMOCPEICTBEHHYIO CBSI3b ¢ 00pa3oBaHreM AT®D Tosb-
KO TPaHCJIOKaIMU MPOTOHOB, HO HE MepeHoca 3JIEKTPO-
HOB. B aToM mpenenbHOM ciaydae ko3abduumeHt Ly,
JIOJKEH OBITh paBeH HyJ0. PaGoThI B 3TOM HalpaBlie-
HUU MponoykatoTcs. Hamo, KoHeuHo, SICHO TOHUMATh,
YTO TEPMOAMHAMUYECKUI aHAIU3 MOXET MOMOYb Olle-
HUTb BHEPTETUYECKYIO 3(GEKTUBHOCTD U CTENEHb CO-
TIPSTKEHUSI TIPOIIECCOB, HO HUYETO He TOBOPUT 00 UX
MOJIEKYJISIDHBIX MeXaHH3MaXx.

TEPMOOAUHAMMKA CUCTEM
BAAJIM OT PABHOBECHUA

OnpeneanTbh BO3MOXHOCTH CaMOITPOM3BOJILHOTO
repexona U30JUPOBAHHON CUCTEMBI MEXIY ABYMsI CO-
CTOSTHUSIMU MOXKHO METOJaMM KJIACCUUECKOM TepMOIH-
HaMUKH, CpaBHUBasl 3HAYCHUE SHTPOIIMU 3TUX COCTOSI-
HUIi. B OTKpBITOI crcTeMe BO3HUKAIOT CTallMOHAPHbBIE
COCTOSIHUSI, KOTOPbIE MOT'YT HaXOAUTKLCS AaJIEKO OT Tep-
MOAMHAMUYECKOIO paBHOBecHs. Bormpoc 0 Bo3MoXXHOC-
TU Tepexola OTKPHITOM CUCTEMBI M3 HEKOTOPOIro Ha-
YaJIbHOTO B KOHEYHOE CTAlIMOHAPHOE COCTOSTHE MOXKHO
peLInTh Ha OCHOBE TeopeMbl [Ipuroxuna, eciiu oba co-
CTOSIHUS JieXaT BOJIM3U TePMOAMHAMUYECKOIO PaBHO-
Becust. OHAKO BOAJIM OT paBHOBECHUS YXKe HEJb3sl Clie-
JIaTh OZHO3HAYHBIX BBIBOJOB O TOM, KaK MEHSIETCS
CKOPOCTh 00pa30BaHUs SHTPOIUU TIPU TMPUOIVKEHUN
K CTAaLlMOHAPHOMY COCTOSIHUIO. DBOJIIOLIMS TAKUX He-
PaBHOBECHBIX AMHAMUYECKUX CHUCTEM OIpeaesseTcs
MpeXJe BCero KNHETUKOM B3aMOJIEICTBUS COCTABHBIX
3JIEMEHTOB, a HE CTATUCTUYECKOMN YIIOPSIAOIEeHHOCTHIO
HaYyaJIbHOTO ¥ KOHEYHOI'O COCTOSTHUSI CUCTEMBI COTJIAC-
HO KJIaCCUYECKON TepMoauMHaMUKe. Takue CHCTeMbI
MMEIOT OrpaHUYeHHOE YMCIO0 KOHEYHBIX COCTOSTHUI 1
BeOyT ce0s Hamomooue XuMudeckux MamuH. [Tosatomy
pacrpocTpaHeHue uaeil TepMOAMHAMUKA Ha HEPaBHO-
BECHBIC CHUCTEMbI MOXET JaTh JUIIb JOMOJHUTEIbHYIO
XapaKTEePUCTUKY JaJeKUX OT PaBHOBECHUs CTallMOHAp-
HBIX COCTOSIHUM, TTOJIOXKEHNE U ITyTU JTOCTIDKEHMST KO-
TOPBIX OIPEAEISIOTCS KHHETUUECKUMU YPABHEHUSIMU.

[To Mepe ynaneHust OT paBHOBeCHUs OyIyT pacTy Be-
JIMYUHBI X1 J ¥ cucTeMa MOXeT yIaJIMThCS OT paBHOBE-
CHsI ¥ TIOKWHYTb 00J1aCTh TMHEWHON TepMOTUHAMUKH,
He Tepsisl obiieit ycroiiunBocTu. Bo3MoxHO, omHaKoO,
YTO MIPU yAAJIGHUU OT PaBHOBECUS B CUCTEME HACTyIaeT
OoudypKallMOHHOE U3MEHEHWE W BO3HUKAET HEYCTOM-
YUBOCTh. BO3HMKaeT, KaK TOBOPST, TEPMOINHAMMYEC-
Kast pIIyKTyalusi, yBoIsIasi CUCTeMY OT HEYCTOMIMBOI
TOYKU, YTO MOXKET CTaTh MPUYMHON pacriaga CUCTEMBI.
OpHako TIpY OTpeAesIeHHBIX 3HAYEHUSIX MapaMeTpoB
oTa (uyKTyarms Kak Obl JaeT TONYOK, TIePEBOASIIINI
CHUCTEMY K HOBOMY COCTOSTHUIO, KOTOPOMY U TepenaeT-
csl ycrToitunBoCcTh. Hanpumep, mosiBIeHUIO TIpeieIbHO-
TO 1IMKJIa, BOSBHUKHOBEHUIO TUCCUTIATUBHBIX CTPYKTYP
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B pacrpene/IeHHbIX CUCTeMaxX TaKxKe MpeIlIecTByeT Ha-
pylieHde TepMOAMHAMUYECKOW YCTOMYMBOCTU BHAJIN
oT paBHOBecHs. HakoHell, iepexonbl MeXIy YCTORUM-
BBIMU CTAllMOHAPHBIMU COCTOSTHUSIMU MPOUCXOIAT Ha
rpaHWIle YCTOMYMBOCTH, KOTJA CUCTEMa COBEpIIaeT
CKaYKOOOPa3HBIl TIepeXo/ MEXKITy HUMH.

Takum 00pazoM, TepMOAMHAMUYECKHE TPU3HAKU
YCTOMYMBOCTU CTALIMOHAPHBIX COCTOSIHUIM COBINAAIOT C
COOTBETCTBYIOLIMMY MaTeMaTUYECKUMHU MPU3HAKAMU
1 MOTYT CJIYKUTb UX JOTOJHUTEIbHON XapaKTepUCTU-
koii. OmHaKo BIAM OT PaBHOBECUS HE CYILIECTBYeT 00-
IKUX TEPMOIUHAMMYECKUX KPUTEPUEB HarpaBieHUS
JIBVIKEHUS OTKPBITOM CUCTEMBL, TIOCKOJIbKY €€ IMOBEE-
HUE OIpenessieTcsl TMHAMUYECKUMU CBOWCTBAMU U
MeXaHU3MaMU PeTyJIsIuu, a He OOIIMMU CTaTUCTHYEC-
KUMHU 3aKOHOMEPHOCTSIMU, KaK BO BTOPOM 3aKOHE
KJIaCCUUYECKOW TEePMOAMHAMUKU. DTa OCOOEHHOCTHb
00YCJIOBIMBAET TaKXKe M CIOXHOCTb NMPUMEHEHUS T10-
HSITAN SHTPOTIUM U MHGOPMALIMKU TIPU ONKMCAaHUU 00-
LIMX CBOMCTB OUOJIOTUYECKUX CUCTEM.

SHTPOMUA U BUOJIOT'MYECKAA UHOOPMALIUA

CornacHo dopmyse bonmbiiMaHa, SHTPOMIUS OMpe-
HeisieTcs Kak JJoraprM Jrciia MUKPOCOCTOSTHU, BO3-
MOXHBIX B JAHHO MAaKPOCKOIIMYECKOM CUCTEME:

S=kynW, (12)

e k; = 1,38 0107'° apr/rpaa, wim 3,31 0107 sHTpO-
muitHbIX enuHUI (1 3.e.= 1 kan/rpan = 4,1 Ix/K), umu
1,38 007 Ix/K — nocrosinHas boablimana, W— uuc-
JIO MUKPOCOCTOSTHUIA (HampuMep, YMCJI0 COCOO0B, KO-
TOPBIMU MOXHO pa3MeCTUTh MOJIEKYJIbI Ta3a B COCY/IE).
HIMeHHO B 3TOM CMBICIIE SHTPOITHS €CTh Mepa HeyIopsi-
JOYEHHOCTHU Y XaOTU3alIMM CUCTEMBI. B peasbHbIX cuc-
TeMax CYLIECTBYIOT YCTOMYMBBIE M HEYCTOMYMBBIE CTEITE-
HM CBOOOIBI. UM COOTBETCTBYIOT, HaMpUMeEp, TBEPIbIE
CTEHKU COCY/Ia M MOJIEKYJTbI 3aKJIIOYEHHOTO B HEM Ta3a.

TToHsITHE SHTPOIUY CBSI3aHO UMEHHO C HEYCTONIM -
BBIMU CTETIEHSIMU, TIO KOTOPHIM BO3MOXKHA Xa0TU3aLIMs
CHCTEeMBbI, a YMCJIO BO3MOXHBIX MUKPOCOCTOSIHUI1 Ha-
MHOTO OOJIbllle €MUHUIIbI. B MOJTHOCTHIO YCTOMUMBBIX
cHucTeMax peanu3yeTcs TOJNbKO OIHO-€IWHCTBEHHOE
pelieHue, To eCTh YUCIIO CIIOCOO0B, KOTOPHIMU OCYIIIE-
CTBJISIETCSI 3TO €AMHCTBEHHOE MAaKPOCOCTOSIHUE CUCTE-
MbI, paBHO enuHuie (W= 1), a ciegoBaTesibHO, SHTPO-
Mus paBHA HyJI0. B 61o0oruy UCcnoIb30BaTh TIOHSTHE
“aHTponus”, a cleaoBaTeJbHO, U TepMOIMHAMUYEC-
KHe TIpeICTaBIeHUs] MOXHO TOJBKO IO OTHOIIEHUIO K
KOHKPETHBIM MeTabOIMYeCKUM TIpolieccaM, a He It
OIMCaHMS B 11eJIOM MOBEACHUS U 00IIeOMOTOTMIECKUX
CBOICTB opraHu3MoB. CBsI3b HTPONMU U MH(pOpMa-
LIMM B Teopuu MHGOpMaLUU Oblja YCTaHOBJICHA IS
CTaTUCTUYECKUX CTeneHeil cBobonbl. JomycTum, 4to
MBI TIOJTYYUJIY MH(HOPMAIIUIO O TOM, KAKUM KOHKPETHO
CMoco0OM M3 BCEX BO3MOXHBIX CIIOCOOOB OCYIILIECTBIIEC-
HO JaHHOE MaKpOCOCTOSTHUE cUcTeMbl. OueBUIIHO, KO-
JINYEeCTBO MH(OPMAIIUU, KOTOPOE MBI ITPU 3TOM IOy~
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yajii, OyaeT TeM OoJIble, YeM OoJIbllle Obuia MCXOMHAsT
HEOIpeIeIEeHHOCTb, UM SHTPOIIUSI, CUCTEMBI.

Hal'[OMHV[M, 4TO, COIJIaCHO TCOPHUU I/IH(i)OpMa]_[I/II/I, B
9TOM CJ1yda€ KOJIUYECTBO I/IH(bOpMaL[I/H/I O €ANMHCTBCH-
HOM p€aJIbHOM COCTOAHUU CUCTEMbI

I=log, W. (13)

3a emuHMIY KoamdecTBa MHMopMmanuu (OUT) IpUHU-
MaeTcsl uHGopMalMs, coaepKaiasics B TOCTOBEPHOM
COOOULIEHUHU, KOTIa YUCIO UCXOMHBIX BOZMOXHbBIX CO-
CTOSIHUI OBUIO paBHO W= 2:

I =log, W =1 our. (14)

Hanpumep, coobliueHne o ToM, Ha KaKylo CTOPOHY yIia-
Jla MOHeTa IMpU OPOCAaHUY B BO3IYX, CONEPKUT KOJIMUE-
ctBo nHpopmanuu B 1 6ut. ComoctaBisisi ¢hopMyJIbl
(12) u (13) MOXHO HalTH CBSI3b MEXIY SHTpomuei (B
SHTPOMUIAHBIX €AUHUIIAX) U UH(popMaLueii (B OuTax)

S(3.e)=23007* (15)

Teneps momnbitaeMcst GOPMaIbHO OLIEHUTD KOJIUYE-
CTBO MHGOpPMAIMK, CodepXKalleiicss B Tejle YeaoBeKa,
rne umeercs 10" kiaerok. C nomornpio popMyssl (12)
MTOJTYYUM BEJIMYUHY

I=10g,(10"!) 010"1log, 10" 04 (10" 6uT.

Takoe koiIM4ecTBO MH(GOPMALIMKM HEOOXOAUMO OBLIO
Obl MCXOIHO TMOJYYUTh, YTOOBI OCYILIECTBUThH €IUHCT-
BEHHO IMPaBUILHOE PACIIONIOKEHUE KIIETOK B OpraHU3-
Me. DTOMY SKBUBAJIEHTHO BeChbMa HE3HAUWTEIbHOE
CHIXKEHME SHTPOINUU CUCTEMbI Ha

AS=2300* 00" 0107 s.e. 04 T107° Ix/K.

Ecmm cumtaTh, 4TO B OpraHM3Me OCYIIECTBIISICTCS
TaKKe YHUKAJIbHbBIN XapaKTep pacIloOXeHUsI aMUHO-
KHCJIOTHBIX OCTATKOB B 0€JIKaX U HyKJIEMHOBBIX OCTAaT-
koB B JIHK, TO 0ob1iee koanyecTBO MHGpOPMAIIUU, CO-
nepxaltieiics B TeJie 4eJoBeKa, COCTaBUT

I=1,3 [10% 6ur,

YTO 9KBUBAJIEHTHO HEOOIBIIIOMY TTOHUXKEHUIO SHTPO-
muu Ha AS = 300 s.e. = 1200 Ix/K. B npoueccax me-
TaboJIM3Ma 3TO CHUXEHNE SHTPOIUM JIETKO KOMITeH-
CUpPYETCS YBEJIMYEHUEM SHTPOIUU IMPU OKUCICHUU
900 mosexkyn rioKo3bl. TakuM obpa3zoM, opMasibHO
conoctapieHue dopmya (12) u (13) mokasbiBaeT, 4TO
Ouosornyeckue CUCTeMbl He 00JaJaloT Kakoi-1ubo
MOBBILIEHHOW MHMOPMAIIMOHHON €MKOCThIO MO CpaB-
HEHUIO C APYTUMU HEXUBBIMU CUCTEMaMHM, COCTOSIIIIM -
MM M3 TOTO Xe YUCIa CTPYKTYPHBIX 2JEMEHTOB. DTOT
BBIBOJI Ha MEPBbIi B3IJISIA MPOTUBOPEUUT POJIU U 3HAYE-
HU10 MH(GOPMALIMOHHBIX TTPOLIECCOB B OMOJIOTUM.

OpHako cBs3b Mexny I u S B (15) crpaBeminBa
JIIITb MO OTHOIIEHUIO K MH(MOpMAaIMK O TOM, KaKoe U3
Bcex W MUKpPOCOCTOSIHUI pealu30BaHO B JaHHBIN MO-
MEHT. DTa MUKporuHMOpMaIvs, CBI3aHHAas C pPacIoio-
JKEHHEM BCeX aTOMOB B CUCTeMe, Ha CaMOM JieJie He MO-
KT ObITh 3aTIOMHEHA U COXPaHEeHa, MOCKOJIbKY J1000e
U3 TAKMX MUKPOCOCTOSTHUI OBICTPO TIEPEHAET B APYroe
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W3-3a TETUTOBBIX (PITyKTyaluii. A IEHHOCTh GUOJIOTHYe-
CKOI MH(MOpMALIMU OIpeaesieTCsl He KOJIMYECTBOM, a
Mpekae BCEro BO3MOXHOCTBIO €€ 3allOMUHAHUS, Xpa-
HEeHUS, IepepadbOTKU U AaJIbHEMIIICH TTepeaaun st uc-
MOJTb30BaHUS B XU3HEAEITETbHOCTH OpraHu3ma.

OCHOBHOE YyCJIOBME BOCHPUATHUS U 3aTIOMUHAHMUS
uH(oOpMaUM — CITOCOOHOCTb PELIENTOPHOM CUCTEMBbI
MepexoauThb BCAEACTBUE TMOJYyYeHHOM MH(bOpMALIUU B
OJIHO M3 YCTOMYUBBIX COCTOSIHUI, 3apaHee 3aJaHHbIX B
cuny ee opraHuzauuu. Iloatomy mH(pOpMaIMOHHbIE
MPOLIECChl BOPraHM30BaHHBIX CUCTEMAX CBSI3aHbI TOJIb-
KO C orpeNieJIeHHbIMU cTerneHsaMu cBobonbl. CaM mpo-
11ecC 3alTOMUHAHUST MHGOPMALMU JOJIKEH COTIPOBOX-
JIaTbCS HEKOTOPOM MOTEpPEe 3HEPrMM B PELICIITOPHOM
CHCTeMe JUISl TOTO, YTOOBI OHA MOTJIa B HEl COXpaHUTh-
Csl TOCTATOYHOE BpEMsI U He TePSIThCS BCJIEICTBUE TETI-
JioBbIX hurykTyanuit. UMeHHO 31ech 1 oCyIlecTBIISIETCS
npeBpailleHue MUKpouH@opMalmu, KOTOpyro cuctema
He MOIJ1a 3alIOMHUTb, B MAaKpOUH((OpMaIrio, KOTOPYIO
cucTeMa 3aITOMUHAET, XpaHUT U 3aTeM MOXKET repeaaTh
NIPYTUM aK1eNTOPHbIM cucteMaM. Kak roBopsit, 3HTpo-
MUsl €CTb Mepa MHOXECTBAa HE3allOMUHAEMBbIX CUCTE-
MO MUKPOCOCTOSIHUI, a MaKpouHdopMalus — Mepa
MHOXEeCTBa X COCTOSIHUI, O TIPeObIBAHUU B KOTOPBIX
cucTeMa J0JIKHA TIOMHUTb.

NudopmanmonHas emkocts B JJHK, wHampumep,
OIIpenesiIeTCs He TOJBKO KOJIMYECTBOM OIpeIe/IeHHBIX
HYKJICOTUIOB, a OOIIMM YMCIOM MMKPOCOCTOSTHUIA,
BKJIIOYAIOIINUX KoyiebaHus Bcex aToMoB Liernouku JHK.
[Mpouecc 3anomuHanust nHbopmauuu B JJHK — 310
uKcalus OmpeneieHHOTO pacIoIOXEeHUS HyKJICOTH -
OB, KOTOPOE YCTOMYMBO BCJIEICTBHE OOpa3yIOIIUXCS
XMMUYECKMX CBsI3eH B 1Liernouke. JanbpHeiinas nepena-
Ya reHeTUIECKOM MHMOPMAILIMU OCYIIECTBIISIETCS B pe-
3yJbTaTe OMOXMMUYECKUX ITPOLIECCOB, B KOTOPBIX JIHC-
CUITAllASI PHEPIUU U 00pa30BaHUE COOTBETCTBYIOIINX
XUMUYECKMX YCTOMUMBBIX CTPYKTYP 00ecIieunBaloT 3¢-
GEeKTUBHOCTb OMOJOTMYECKOM mepepaboTKu MHGOP-
Maumu. B menom nHpopMalimoHHEIE TTPOLIECCHI PO~
KO pacmpocTpaHeHBl B Omojornu. Ha MomekyasspHoM
YPOBHE OHHU IPOTEKAIOT HEe TOJBHKO IIPU 3aIIOMUHAHUU
¥ TiepepaboTKe reHeTIeCcKo nHdopMaln, HO U TP

PYBUH A.B. TEPMOANHAMUKA BUOJIOMMYECKUX NPOLIECCOB

B3aMMHOM Y3HaBaHWM MaKpOMOJEKYJ, 00eCreunBaoT
cneun(pUYHOCTb W HAIIPaBJICHHBINA XapakTep epMeH-
TaTUBHBIX pEakliuii, UMEIOT BaxKHOE 3HAUYEHUE IPU
B3aUMOJEUCTBUN KJIETOYHBIX MEMOpPaH U MOBEPXHOC-
Teit. @U3NONOrnYecKre pelenTOPHbIC MPOLIECChl, UT-
paroIre CaMOCTOSATENIbHYIO0 MHOOPMALIMOHHYIO POJIb B
XKU3HENESITeIbHOCTU OpraHu3Ma, TaKXKe OCHOBAHBI Ha
B3aUMOJEHCTBUSIX MaKpoMmoJjieKyld. Bo Bcex ciydasix
MakpouH(popMaIus BOZHUKAET UCXOIHO B BHUJIE KOH-
(opMaLIMOHHBIX U3MEHEHUI MPU AUCCUITIALIMU YaCTH
SHEPTUM II0 OIPEAEJCHHBIM CTEIIEHSIM CBOOOABI BO
B3aMMOJEHCTBYIOLIMX MaKpoMoJieKyiax. B pesyibraTe
MaKporH(pOopMalusl OKa3blBaeTCsl 3alMCAaHHOI B BUJIE
Habopa DOCTATOYHO SHEPTeTUYEeCKU ITyOOKMX KOH-
(opMalLIMOHHBIX TIOICOCTOSIHUIA, KOTOPBIE TTO3BOJISIOT
COXpaHATh 3Ty UH(OPMALIMIO B TeUCHUE BPEeMEHU, He-
00xoauMoro ISl ee JajibHeiei nepepadotku. buoo-
TUYECKUI CMBICT 3TOI MaKpOMH(OPMALINI pean3yeT-
csl yXe B COOTBETCTBMU C OCOOEHHOCTSIMUY OpraHU3alluKi
OMOJIOTMYECKOI CUCTEMBI I KOHKPETHBIMU KJIETOYHbI-
MM CTPYKTypaMU, Ha KOTOPBIX Pa3bIIPhIBAIOTCS Iaslb-
Helilre IPOoLECChl, IPUBOASIIIME B UTOI€ K COOTBETCT-
BYIOIIUM (PU3HOJIOTO-OMOXUMUYECKNM 3 heKTaM.
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