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AHHOTALKA

Llenb. BbisBUTb BO3MOXHbIE (DU3MONOrMYecKme 1 natoreHeTM4ecke NpoLecchl, NpoTekarLne B MaTpUKCe MUTOXOHOPWN,
KOTOpble CO3[4aloT YCMOBUSA AN NUTOreHe3a HepacTBOPUMbIX conen docdaTta kanbumsa (kapboHata Kambuus...),
cnocobHble B AanbHenweM OTKNaAbIBaTbCs B pa3fUyHbIX TKaHAX, C y4eTOM TOro, YTO B OpraHn3me yernoseka obpa3oBaHue
docdara kanbums (kapboHaTa KanbLus...) BCTpeYaeTCs U Npy HopMarnbHbIX (OM3NONOrMYecKux yCroBumsax (KOCTHas TKaHb,
OTOMNWUT...), YTO MOBbILWAET aKTyarnbHOCTb BOMPOCa MOHMMaHWUS (PU3MOMNOrMYECKMX U MaTOreHETUYECKUX MEXaHW3MOB
nuToreHesa.

Matepuansl u metoabl. [1poBeaeH MeTa-aHanM3 (PyHKUMOHANbHBIX COCTOSHUA MUTOXOHOPUM, K KOTOPbIM NMPUMEHeHa
mMatemaTnyeckass mMofenb, OCHOBaHHAs Ha MEHSIOLWENCS HarpaesieHHOCMU U CKOpocmu TEepMO- AUHAMUYECKUX u
3MNEKTPO- XUMUYECKMX MapaMeTpoB (OaBreHue, obbem, Temnepatypa, dHTponusa, noTeHuuan [mMbb6ca, akceprus...),
COMpPSKEHHbIX MeXay coboN. YUnTbliBas CxeMbl OKUCIIUTENBHOIO hocdopunmpoBaHus, npeanoxerHHsie P.Mitchell n R.Wil-
liams, cospaHa moaernb TepMO- AUHAMUYECKOTO U NIEKTPO- XMMMUYECKOTO LIMKIa MUTOXOHAPUM, KOTOpasi NO3BONSET rnybxe
NMOHATL NEPBOOCHOBLI MEXaHN3MOB NPOTEKAILLMX B CUCTEME MUMOXOHOPearbHbIU MampuKkec — 8HYMPEeHHss MembpaHa —
MexmeMbpaHHOe MpocmpPaHcmeo.

Pe3ynbraTbl. OCHOBbIBasCb Ha PyHAAMEHTanbHOM NPUHLMNIE hyHKLMOHANBHOIO B3aMMOAEVCTBUS, MPEAoXeHbl 4 OyHK-
LMOHarnbHbIX COCTOSIHUS MUTOXOHAPUIA (M) B TEpMO- AHAMWUYECKOM U 3neKTpo- xummnyeckom (TO-3X) umkne, K KOTOpomy
co3fdaHa matemaTnyeckas MOAenb, MO3BONALWAs CUCTEMATU3MPOBAaTL NPOLECCHI, CONPOBOXAALIMECH HaKonneHmem
3MEKTPOXMMUYECKOrO NOoTeHuMana, To ecTb, pasfgeneHveM 3apsga (MoHM3aumen) B nmapameMbpaHHOM MPOCTPaHCTBE.
lMpy 3TOM C OAHOWM CTOPOHbI BHYTPEHHEN MeMbpaHbl (MUTOXOHAPWanbHoe MexmMeMbpaHHOe MPOCTPaHCTBO) BO3HUKAET
npeobnagaHvie NOMNOXWTENbHOrO 3apsiaa, a ¢ APYrol CTOPOHbl (MUTOXOHAPUANbHbBIN MaTPUKC) — oTpUuaTenbHoro. ATn
npoLecchl, BBUAY OTTarnkuBaHWs OQHOMMEHHbIX 3apsAoB, NPMBOAAT K MOBLILLEHUIO AABNEHUS Kak B MUTOXOHOPVANbHOM
MaTpukce, Tak U B MeXXMeMbpaHHOM NPOCTpaHCTBE. B 3TOM CMbICMe HanpaBneHHOCTb AM1EKTPO- XMMUYECKUX MPOLECCOB
npoTeKalLmx BO BHYTPUMATPUYHON 1 MeXMeMOpaHHON cpeae ¢ no3uuun ¢husuyeckol mepmMoOuHamuku NogobHa npo-
Leccam npoTekarLLMM B CKMMaeMOM MOHU3NPOBAHHOM rase (nnasme).

PaccMOTpeHbl COCTOSIHUSE MUTOXOHOPWM, Korda B TOrnwe €€ BHYTPEeHHeW MeMOpaHbl M3MEHHAETCS CKOPOCTb OBMKEHUSA
3MEeKTPOHOB MO AbIXaTenbHOW Lienu, CONPsXXeHHON C 3MEeHeHeM TENoBOro noteHumana. [na cpeabl BHYyTPU MaTpukca,
NpeAcTaBnsoLLEero 13 cebs ynsTpaMmMKporeTeporeHHyo AMCNepCHY0 Maccy, UCNonb3yst TEPMO- AMHAMUYECKYHO aHanoruio
C NOHU3MPOBAaHHbLIM ra3oM, oA TEMMOoBbIM NoTeHuuanom (Q) mbl nogpasymesaem npovssedeHne aasnexus (P) Ha o6bem
(V): O = PV. OcHOBbIBasiCb Ha MaTemMaTM4YeCcKoM Mogenu TepMo- AMHAaMUYECKOro NOBEAEHUSA MUTOXOHOPUM, U, UCXOOS U3
OrpaHNYeHNiA, HaKkNagbiBaeMbIX 3aKOHaMU PU3N4ECKOW M XMMUYECKON TEPMOAMHAMMKM, YCTAHOBIIEHO, YTO HanbonbLUen
CTeneHun TepMo- ANHaMNYECKOTO COBEPLLEHCTBA B NPOLECCe MUTOXOHAPEAnbHOro AbIXxaHWsi COOTBETCTBYET COCTOSIHUE
«AblXaTenbHOro KOHTPOIA», KOTOPOEe MO NPUHATOM B paboTe knaccudukaumm yHKUMoHanbHbIX coctosHun (functional
states) BnonHe NOrMyHbIM, AONYCTUMO CHMTaTb OCHOBHbIM (6a30BbIM, NepBbIM), TO ecTb F— 1.

Wepapxusi romeoctaTn4eckon CMcTemMbl MUTOXOHAPUN BbICTPaMBAETCS MO cmerneHu U CKopocmu notTpebneHns sHepruum,
KOTOpast NOCTOSIHHO NepekntodaeTcst (KonebneTcs...) B CUMy TOro, YTO XM3Hb €CTb CIeACTBME YCTONYMBO HEPABHOBECHOIO
COCTOSIHMSA 0COBbIX MOMEKYI, MOCKONbKY XXUBblE CUCMeMbl HAKOTAa He ObiBaloT B paBHOBECUN U, 3a CHET CBOEN CBOOOAHON
aHeprum Mb6ca (G), NCNOMHAIOT NOCTOSIHHYIO PaboTy NPOTUB paBHOBECUS MPY 3a4aHHbLIX BHELLHMX YCIIOBUSAX.
CyuiecTByeT usmonormyeckuii «banaHc» mexgy pasnuyHbiMU (YHKUMOHAMNbHLIMU COCTOSHUAMMW, KOHKYPUPYHOLLMMM
3a MUTOXOHApearnbHble 3Hepropecypcbl: 1) Henpou3BonbHbIM (NoTeHuuan Mmbbca G>0) aHOEProHMYEeCKUM MPOLECCOM
dochopunumpoBaHnsi, KOTopbin 3anyckaet AT®O-CMHTa3y, U CONPOBOXAAETCS OXIaXOEHWEM; U 2) CaMONpoOun3BONbHLIM
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(noteHuman Mb6ca G<0) 3k3eproHNYecKMM NPOLIECCOM, MOBLILLAIOLUM TeMNepaTypy BHeLUHeW cpedbl. MNaTtodusnono-
rmyeckas «pasbanaHcupoBKa» 3TUX MEXaHW3MOB, B KOTOPbIX YePeayTCs ycrnoBusa ans obpasoBaHns BOAOPACTBOPMMOW
conu aurnapara gocdata kansuus — Ca(H,PO,), n nnoxo pacteopumoro ruapodocdara kanbumsa — CaHPO,, moxert
ABMTbCS NATOreHETUYECKON MPUYMHON BO3HWKHOBEHWUSI pacnpoCTpaHHeblX 3abonesBaHnii (HedponuTmas, 0CTEOXOHAPO3,
aTepocknepos...).
3aknioueHne. B mepmo- uHamu4yeckoM U 3/1€KMPO- XUMUYECKOM LMKIE MUTOXOHOPUANbHOW CUCTEMbI (Mampukc
— BHYMpeHHsIA MeMmbpaHa — MexXmMeMbpaHHOe POCMPAaHCME0) BaXHOe 3Ha4YeHWe WMeEeT HarpaesieHHOCMmb W
ckopocmb (PU3NONOrM4ecknx PyKUMOHabHbIX NEPEMEHHbIX, KOTOpble OMNpeaenstioT HanuyMe U BENUUUHY NePBUYHBIX
dumanonornyeckux notpebHocten. B MHOromepHOM npocTpaHCcTBe (PU3NONOrM4ecknx (yHKLMOHAMNBHBIX NepeMeHHbIX
cywiecTByeT NoT PYHKUMOHANBHOCTM — 3TO 06nacTb U3MEHeHUs napameTpoB, Npeaernbl KOTOPOW pacnpeaensaTcs no
layccy n ABnstoTCA onTUManbHbIMU ANS pexuma obuTaHns BO BHELLHEN cpefe, KakoBOW SBMSETCA LuTonnasma no oTHo-
LLIEHUIO K MUTOXOHAPWU. Bbixoa 3a npeaens! nodTa hyHKLMOHANbBHOCTU CNocobCcTBYET mepMo- OUHaMU4eCKUM U 3J1eK-
mpo- XUuMu4eCcKUM afanTauMoOHHbIM UBMEHEHUSAM B CAMON MUTOXOHApPEeansHOM cnucteme, CTPEMSLLENCS K BO3BPALLEHUIO
B COCTOSIH/E TEPMO- AMHAMUYECKOIO «MOKOSI», NPU 3TOM MUTOXOHAPUSI COBEPLUIAET LIMKIMYECKUIA NpoLiecc.
Onwupasice Ha To, YTO PyHAAMEHTaNbHbIN NPUHLMUM (YHKLMOHANbHON LLlenecoobpasHoCTH, yCTaHaBNMBaET [MaBeHCTBO
MaKC/MMarbHOro BpeMeHun npebbiBaHNs NioOO0I XNBOW CUCTEMBI B ONpeaeneHbiX (KHOPMaTUBHBIXY, «40NYCTUMBIXY...)
npegenax ndTa QOYyHKUMOHANbHOCTU, KonebaHnsa KOTOpbiX 0OYCNOBMEHbl MEHSIOLWNMUCA BHELIHVMW YCITOBUAMMN
N BHYTPEHHVWMMU MOTPEBOHOCTSAMMU, Bblpaxaem yBEPEeHOCTb B TOM, YTO C YYETOM OrpaHWyeHun, HaknagblBaembix
3aKoOHaMM PU3NYECKOW 1 XMMUYECKOM TEPMOANHAMUKN, HanbonbLuas cTeneHb TepMO- AMHAMUYECKOro COBEpPLLEHCTBA
npouecca MUTOXOHAPEAarnbHOro AbIXaHUs B TEPMO- AUHAMUYECKOM U 3NIEKTPO- XMMUYECKOM LMKIe OCyLLeCTBNAeTCs
B COCTOSIHUW AbixaTenbHoro koHTpons (F— 1), koTopoMmy COOTBETCBYET MakcumansHas aHTponusd (S) U MMHMManeHas
aHeprus Mmbbca (G). B TepmMo- AMHAMNYECKOM U 3MEKTPO- XMMUYECKOM LMKIEe MOryT BO3HMKaTb YCNOBUS, KOTOPbIE
BKIIOYAIOT aganTaunoHHble BUoXMUYeckme n3aMeHeHns, CnocobCTBYOLLME TOMY, YTO B MaTpuMKce MUTOXOHAPUMN MO-
XeT HakannueaTtbcs Ca?', u 3TMM camblM NOATBEPXAAETCA NpsiMas 3aBUCUMOCTb KanbLMeBOW eMKOCTUM MaTpukca
(calcium retention capacity) oT ckopocTV AblXxaHUA MUTOXOHAPUNA. MNpu 3TOM B MaTpUKCE MUTOXOHOPUN NPOUCXOANT
HakonneHne 3HaymMTenbHoro konuyectea Ca?*, KOTopbl BKyne ¢ rugpodocdartoMm TpaHchopmumpyeTcs B andocdat
kanbuusa — Ca,(PO,),, UMeloLLNI KpaiiHe HU3KYI0 CTeNeHb PaCTBOPUMOCTU B BOAE. ITO MOXKET ABUTLCA NEPBO3AaHHbIM
MexaHU3MOM nuToreHesa, c NocneayrLmMm OTIIoXKeHneM conew pocdara KanbLms B pasnnmyHbIX TKaHAX, Bbi3biBas Ha
OpraHHOM ypoBHe 3aboneBaHus, B natoreHe3e KoTopbix 06LWNM SBNSAETCHA HapyLUeHne aHepreTudeckoro metabonumamal
Knroyesbie croga: TepmMO- [OUHAMUYECKMA W 3MNEKTPO- XMMUYECKUN UWKN, (PyHOAMeHTanbHbIA  NPUHLMN
PYHKLMOHaNbHOro B3aMMOAENCTBUS, MeXMeMOpaHHOe NPOCTPAHCTBO MUTOXOHAPWMN, BHYTPEHHSAS NOBEPXHOCTb BHYTPEH-
Heln MembBpaHbl MUTOXOHAPUM U €€ MaTpuUKC, aHepronpeobpasoBaHve ageHo3nHandocdaTa B ageHo3uHTpudocdar, cu-
CTemMa COMNpsKeHHON perynsaummn obbema n macchl, CoONnpsXXeHHoe yCTONYMBOe HepaBHoBecue aurnapodocdara Kkanbums
n rmgpodocdara kanbuus.

Onsa untnpoBaHus: AnekceeHko C.H., TateBocsiH A.C., byHsaknH A.B., 3onotyxuHa B.I"., Kazapos P.I. ®u3snonoruye-
Ckne (PyHKUMOHArbHbIE COCTOSIHUSA MUTOXOHAPWUM B TEPMO- AUHAMUYECKOM U MEKTPO- XMMUYEeCcKoM uukne. KybaHckul
Hay4YHbIlU meduyuHckul eecmHuk. 2018; 25(5): 123-135. DOI: 10.25207 / 1608-6228-2018-25-5-123-135

For citation: Alekseenko S.N., Tatevosyan A.S., Bunyakin A.V., Zolotukhina V.G., Kazarov R.G. Physiological function-
al states of mitochondria in the thermodynamic and electrochemical cycle. Kubanskij nauchnyj medicinskij vestnik. 2018;
25(5): 123-135. (In Russ., English abstract). DOI: 10.25207 / 1608-6228-2018-25-5-123-135
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ABSTRACT
Aim. This study was performed to identify the possible physiological and pathogenetic processes taking place in
the mitochondrial matrix which create the conditions for lithogenesis of insoluble calcium phosphate salts (calcium
carbonate...). Whereas, they can later be deposited in various tissues, taking into account the fact that the formation
of calcium phosphate (calcium carbonate ...) in the human body occurs under normal physiological conditions (bone
tissue, otolith...). It raises the urgency of the question of understanding the physiological and pathogenetic mechanisms of
lithogenesis.
Materials and methods. There was carried out a meta-analysis of the functional states of mitochondria, to which we



applied a mathematical model based on the changing direction and velocity of the conjugated thermodynamic and
electrochemical parameters (pressure, volume, temperature, Gibbs potential, exergy...). Considering the schemes of
the oxidative phosphorylation proposed by R.Mitchell and R.Williams, we created a model of the thermodynamic and
electrochemical cycle of mitochondria which gives a deeper understanding of the principles of the mechanisms of the
ongoing processes in the system mitochondrial matrix-internal membrane-intermembrane space.

Results. Based on the fundamental principle of functional interaction, there were proposed four functional states of
mitochondria (M) in thermodynamic and electrochemical (TD-EC) cycle, to which was created a mathematical model that
allows to systematize the processes accompanied by the accumulation of the electrochemical potential, in other words,
the charge separation (ionization) in the paramembrane space. At the same time, on the one side of the inner membrane
(mitochondrial intermembrane space) the positive charge predominates, and on the other side (the mitochondrial matrix)
— the negative. These processes, in view of the repulsion of like charges, lead to the increase in pressure both in the
mitochondrial matrix and in the intermembrane space. In this sense, the direction of the electrochemical processes, taking
place in the intramembrane and intermembrane environment from the position of physical thermodynamics, is similar to
the direction of the processes occurring in the compressible ionized gas (plasma).

The states of mitochondria are considered when the velocity of electrons along the respiratory chain, which is associated
with a change in the thermal potential, changes in the thickness of its internal membrane. For the medium inside the matrix,
which is an ultra-microheterogeneous dispersive mass, and also using the thermodynamic analogy with the ionized gas, by
the thermal potential (Q) we mean the product of pressure (P) per volume (V): Q= PV. Based on the mathematical model
of the thermodynamic behavior of the mitochondria and on the limitations imposed by the laws of physical and chemical
thermodynamics, it is established that the greatest degree of thermodynamic perfection in the process of mitochondrial
respiration corresponds to the state of "respiratory control" which, among the set of Functional States, is acceptable to
consider the fundamental (basic, the first), in other words, F-I.

The hierarchy of the homeostatic system of mitochondria is built according to the degree and speed of energy consumption
which constantly switches (fluctuates ...) because life is the consequence of a stable nonequilibrium state of the special
molecules, since living systems are never in equilibrium and, due to their free Gibbs energy (G), perform a constant work
against the equilibrium.

There is a physiological "balance" between the various functional states competing for the mitochondrial energy resources:
1) involuntary (Gibbs potential G>0) endergonic phosphorylation process which triggers ATP synthase and is accompanied
by the cooling; and 2) spontaneous (Gibbs potential G<0) exergonic process that increases the temperature of the external
medium. The pathophysiological "unbalance" of these mechanisms, in which the conditions for the formation of the water-
soluble salt of calcium phosphate dihydrate-Ca (H,PO,), interchange with the poorly soluble calcium hydrogenphosphate-
CaHPO,, can be a pathogenetic cause of the occurrence of common diseases (nephrolithiasis, osteochondrosis,
atherosclerosis ...).

Conclusion. In the thermodynamic and electrochemical cycle of the mitochondrial system matrix-internal membrane-
intermembrane space, the direction and speed of physiological functional variables, which determine the presence and
magnitude of the primary physiological needs, are important. In the multidimensional space of the physiological functional
variables there is a gap of functionality. This is the range of parameters variations, the limits of which are distributed
according to Gauss and are optimal for the habitat mode in the external environment, which is the cytoplasm in regards
to the mitochondria. Going beyond the limits of the gap of functionality promotes the thermodynamic and electrochemical
adaptation changes in the mitochondrial system itself which tends to return to the state of the thermodynamic "rest", while
the mitochondria performs a cyclic process.

Relying on the fact that the fundamental principle of the functional expediency establishes the primacy of the maximum
residence time of any living system in the defined ("normative", "permissible" ...) limits of the functionality gap, the
fluctuations of which are conditioned by the changing external conditions and internal needs, we express confidence
that, taking into account the limitations imposed by the laws of physical and chemical thermodynamics, the greatest
degree of thermodynamic perfection of the mitochondrial breathing process in the dynamical electrochemical cycle
is performed in the state of the respiratory control (F-I), which corresponds to the maximum entropy (S) and the
minimum Gibbs energy (G). In the thermodynamic and electrochemical cycle may arise the conditions that include
the adaptive biochemical changes that favor the accumulation of Ca?* in the mitochondrial matrix, and thereby
confirm the direct dependence of the calcium retention capacity on the speed of the respiration of mitochondria.
At the same time, a significant amount of Ca?* accumulates in the mitochondrial matrix, which, combined with the
hydrophosphate, is transformed into the calcium diphosphate — Ca_(PO,),, which has an extremely low solubility in
water. This may be a primordial mechanism of lithogenesis with the subsequent deposition of calcium phosphate
salts in various tissues, causing the diseases at the organ level, in the pathogenesis of which the violation of energy
metabolism is common!

Keywords: thermodynamic electrochemical cycle; the fundamental principle of the functional interaction; the
intermembrane space of mitochondria; the inner surface of the inner mitochondrial membrane and its matrix;
energy conversion of adenosine diphosphate into adenosine triphosphate; system of the adjoint regulation of
volume and mass; conjugated stable disequilibrium of calcium dihydrogen phosphate and calcium hydrogen
phosphate
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AKTyanbHOCTb N3y4eHus npoLieccos,
npotekawowmx B muToxoHZpum (M)  oyeBmaHa
W, B TNEpBYlD o4vepedb, 3TO KacaeTcsl SHepro-
npeobpasoBaHus. MpenmyLLecTBEHHO  paccmar-

pvBalOTC MPOLECChl  3anacaHus 3JHeprm B BuAe
MornekynageHosmHTpudgocdarta (ATD) nyTemMoKMcreHms
KMCNOpOAOM NMPOZAYKTOB KMETOYHOro obMeHa BELLECTB,
NnocTynarwLwmMx u3 UMTOMMasMbl, C MOCHEayHoLWUM
BblBEAEHNEM MOHOB Bogopoaa (H+) B mexxmembpaHHoe
MPOCTPaHCTBO, CO3[4aBas MEXMEMOPaHHbIN JNeKTPo-
XUMUYECKMIN rpagueHT — mogens M. Mutyena [1].

He meHbLUMIA UHTEpeC NpeacTaBnseT NpeanoXeHHas
P Bunbsmcom mopenb si0KkaribHO20 COMpspKeHUs! AObl-
XaHusa 1 pocpopunmnpoBanms [2]. XoTs cam Bunbsamc B
CBOEN CXeMe He YKasblBaeT B Kakyld ¢hopMy 3SHeprum
TpaHCOPMUPYETCH IHEPTUST OKUCTIUTENBHON peakumnu,
nonaraem, 4Yto K (PYHKUMOHVMPOBAHWUIO MUTOXOHAPWUM,
KaK 3Hepeorpeobpasyroweld cucmeme, MOXET ObiTb
npYMeHeHa TeEpMO- AMHAMUYECKas aHanoruis, MOCKOMNbKY
WMEHHO Tenmno MpPaBOMOYHO CYMTaTbh W3HAYarbHOW
3HepreTnyeckor  OOPMON,  KOTOPYHD — MUTOXOHOPUS
aKKyMYNMPYET, ONocpenoBaHHO yBeNuUYMBasi CKOpPOCMb
O0BUXKEHUST 3ITEKMPOHO8, HaxoOSAWMXCS B JIOKa/lbHOM
CONpsiKeHUU AbIXaHNAN POCHOPUNMPOBAHNSE, ONUCAHOTO
Brnbsamcom («CynepKoMMnIeKey AreKTPOH-TPaHCMOPTHON
Lenn BO BHYTPEHHEN MeMOpaHe MWUTOXOHApWK), Mpu
3TOM, KaK CerogHsi yXe W3BeCTHO, Bkrtoyaetca ATO-
CUHTa3HbIA  KOMMIEKC, npeobpasyowmin - MOnekyny
ageHosnHandocdata (AQP) B ATd. M3secTHo, uto
BEMUYMHA 3MNEKTPOXMMMYECKOrO [pagveHTa, B CBOH
o4epenb, 3aBMUCUT OT COOTHOLLIEHUST 3TUX Morekyn AP/
AT®, cymMMapHOe KOnMM4YecTBO KOTOPbIX B MaTpuKkce
MWUTOXOHOPUM CTPOro NIMMUTMPOBAHO, TO ecTb AP +
ATO® = const [3].

N\ Yposens

Ob6a BapuaHTa OKUCNUTENbHOrO (OCEHOPUNNPO-
BaHMSA npegnonaraT, YTO BO3pacTaHWe NPOTOHHOro
rpaguerTa (M) Ha BHYTpeHHEN MeMbpaHe MUTOXOH-
Opun conpoBoxagaetca goctmxkeHnem AT® csoero
Makcumyma, a AQ®- MuHumMyma, T1.€. korga ATO-cuH-
TasHbI KOMMMEKC nuweH cybcTparta, KakoBbiM $iB-
naetca A® n yactb MoOHOB H+ ocTaetca B maTpu-
ue M [4], yTOo B CBOIO O4Yepedb, MHIMOMpyeT paboTy
AT®-cuHTasbl. [1pu 3TOM CKOPOCTb ABUXKEHUSA drek-
TPOHOB BO BHYTPYMEMOpaHHON TPaHCMOPTHOM Lenu
3aMeanseTcs, CHwkas TennoBow noteHuman (TI).
Wcxogmm ma Toro, yto Tl (Q), onpegeneHue KOTopo-
ro NPUBEOEHO HUXe, SIBNSIETCA aHarorom Temnepa-
Typbl, T.e. BBeAeHne noHsatusa T oBycrnoeneHo Tem,
4YTO B MacwTabax ONWHbI Nopsigka MeHee MUKPOHa,
KaKkoBbIM SIBNSIETCA pa3mMep MUTOXOHAPWUW, MOHSTUE
paBHOBECHOW (YCpeOHEHHOW MO JOCTAaTOMHO BOnbLUIO-
MY KONMMYECTBY OTAENbHbIX MOMEKYS) TemnepaTypbl
CTaHOBUTCHA HEKOPPEKTHBIM C MO3numn hrusmnyeckom
TepmoavHamuku. Mpu aToM MemMGpaHHble hepMEHT-
Hble KOMMIIEKCbl OCTalTCA B BOCCTAHOBMEHHOM CO-
CTOSIHMU, CHWXKaeTcH (3ameansaetcd) npoaykuusa AT
(pnc. 1). XapakTepucTukm yHKLMOHANbHbIX COCTOS-
HUA MuTOoXoHApUN F— I-IV ByayT gaHbl Huxe.

B cBoto oyepeab CHUXeHMe rpaaueHta noHos H*
(MPOTOHHBIN rpagueHT) HacTynaeT Npu ucHepnaHum
pe3epBoB AT® 1 cOOTBETCTBEHHO HapacTaHun AP,
TO ecTb npu paboTe KNETKM B COCTOSAHMM OKUCIU-
TensHoro coccopunumposaHus [5]. MNpu aTom, Bknto-
yaetca AT®-cuHTasa, KoTopas Nponyckas B MaTpuKc
WOHbI H*, CHWXaeT aNeKTPO-XMMUYECKNIA NOoTeHUnan
(OXI). Ha atom ¢oHe B anMeKTPOH-TPAHCMOPTHOMN
Luenn BHYTPeEHHel membpaHbl M Bo3pactaer cko-
pocmb Momoka 3/1eKmpPoHO8, YTO B CBOI o4epeab
He TONbKO MOBbILIAET KOHLEHTpaumio noHos H* B me-

V

Bpens

Puc. 1. ConpsikeHHast 3aBUCUMOCTb M3MEHEHWS NpoayKLmKM (koHUeHTpauumn) ATO n3 AP, anekTpoXMMUYeCKoro rpagmneHTa -
pasHOCTM aneKTpoxummyeckoro noteHumana (OXI) Ha BHyTpeHHen MembpaHe, 1 CKOPOCTY ABMXKEHWS ANEKTPOHOB B MeMOpaH-
HOM (hepMEHTHOM KOMMMEeKCe ANEKTPOH-TPAHCMOPTHON Lienn — CKOPOCTM peakumii (CP).

Fig. 1. Conjugated dependence of the change in the production (concentration) of AT® from AJ®, the electrochemical gradient
as the difference in the electro-chemical potential (3XIT) on the inner membrane, and the velocity of the electrons in the mem-
brane enzyme complex of the electron transport chain - the reaction rate (CP).



XMeMOpaHHOM MpOCTPaHCTBE, HO M 3aKOHOMEPHO
yBenuumBaeT Tennonpoaykumio. B nocnegyioLlem,
C BO3BpalleHnem noHoB H* yepesd ATO-cHMHTa3HbIN
Komnnekc B Matpuuy M, BHOBb BblpabaTbiBaeTcs
AT® n uukn Bo3oOHoBNseTCA. CUHHEPIMYHO C 3TUM
LMKIIOM, MPOUCXOAUT U3MEHEHNE 06beEMHON aMnnu-
TyObl AbIXaHUS MUTOXOHOPWM, OCYLLECTBASKLLEECs
Npyv akTUBHOM y4acTun KanbLus [6].

OnucaHbl pasnnyHble COCTOSHUST MUTOXOHAPUM
[5], B KOTOpBIX B 3aBUCUMOCTW OT Hanmuyus Unu oT-
CYTCTBMUSI CyOGCTPaTOB, KUCIOPOAa, Kanbuus U T. 4.
Ha BHYTpeHHen MembpaHe, Mno3TanHo Cco3gaeTcs
3ANEKTPO- XUMWUYECKUN TPafUEHT, UCMOSb3YOLLNIACS
B nocriegylowemM ans npespaiweHns AP B ATO.
[Mpn 3TOM C NO3VLUMKM TEPMO- OUHAMUYECKOro COBEp-
LUeHCTBa npoLecca, No Halemy MHEHUI0, UCKITHYM-
TENbHO BaXHYK ponb urpaeT gyHkumMoHanbHoe (F)
coctosiHe M, MMeHyemoe MHOrMMW uccrnepoBaTe-
NSIMU KaK «AbIXaTenbHbI KOHTPOMb», MPU KOTOPOM
MexmeMbpaHHbin IXI1, MOXeT okasbiBaTb NpsiMoe
BMUSIHNE Ha BHYTPUMEMOpPaHbIA 3MEKTPOH-TPaHC-
MOPTHBIN BENKOBbLIN KOMMNIEKC, YBENMYMBAs CKOPOCTb
OBWDKEHWST 3NEKTPOHOB MO AbIXaTernbHOW Lienu, 4YTo B
CBOI 04epenb 3aKOHOMEPHO COMPSXKEHO C TENJOBLIM
noteHumanom (TTT). Mo mcnone3yemon aHanoruv ¢
rasom nog Tl (Q) nogpasymeBaeTcst npon3BeneHne
naenenus (P) Ha obbem (V): Q = PV, yto gonyctumo
C No3nLUMM PU3NHECKON TEPMOLNHAMUKI, 118 cpeabl
BHYTPM MaTpukca, npeacraensiowero m3 cebs ynb-
TPaMUKPOreTepOreHHy0 ANCIEPCHYIO Maccy.

Takass aHanorus npuBogut, B OCHOBHOM, K
Ka4yeCTBE€HHbIM BblIBOOaM U K I'IpVI6J'WI)KeHHbIM
KONMMYECTBEHHbIM  OLIEHKaM, YTO MOXEeT ObITb

ncnone3oBaHo Ans 6onee rnybokoro noHMMaHWSA
NpPOLIECCOB, ABMNSIOLLNXCA PaHHUMUNATOrEHETUYECKMMMU
hakTopamu pacnpocTpaHeHHbIX 3aboneBaHnn
(HedponuTnas, arepocknepos, OCTEOXOHAPO3...).
K Tomy >xe B opraHuame 4ernoBeka obOpasoBaHue
docata Kanbuus (kapboHaTa Kanbuus...)
BCTPEYaEeTCA M MpY HOpMAasbHbIX (PU3NONOrNHECKNX
ycnoBusix (KOCTHas! TKaHb, OTOMWNT...), YTO MOBbILIAET
aKTyanbHOCTb BONpoca NOHMMaHWs (h13NONOrMYeCcKnX
N NaToreHeTUYEeCKNX MeXaHU3MOB NINTOreHe3a.

Lenb uccnedoegaHusi: BbISIBUTb BO3MOXHbIE
hU3MONornyeckme 1M naToreHeTUYeckne MnpoLecchl,
npoTekawLimMe B MaTpUKce MUTOXOHOPWUW, KOTOopble
€O3[JaloT YCNoBuS ANs NUToreHesa HepacTBOPUMbIX
conen cdocdara kanbuma (kapboHata Kanbuws...),
CMocobHble B JanbHenweMm OTKNagbiBaTbCs B
pasnn4YHbIX TKaHsIX, C y4€TOM TOro, YTO B OpraHuM3ame
yeroBeka  oOpasoBaHue  ¢ocdaTta Kanbums
(kapboHaTa kanbuMsA...) BCTpe4YaeTca W npu
HOpMarnbHbIX OU3MONOrMYECKMX YCMNOBUSAX (KOCTHas
TKaHb, OTOMUT...), YTO MOBLILWAET aKTyanbHOCTb
BOnpoca NMOHUMaHWSA PU3MONOTNYECKNX n
NaToreHeTUYECKNX MEXaHN3MOB NMTOreHe3a.

Marepuansi u meTogpbl
[MpoBegeH MeTa-aHanmM3 MHOXECTBa OMUCAHHbIX
COCTOSIHMI MUTOXOHAPUK [5, 7], N3 KOTOpbIX Bblae-

neHbl YeTbipe yHkumMoHanbHbix: F— I, F— 11, F— I,
F— 1V, cocTtaBnsaoLwmx TepMO- ANHAMNYECKUIN N SNEK-
Tpo- xummdeckun (TO-OX) uukn (puc. 2).

Bce Tepmo- anHammnyeckue napameTpbl (AaBneHue,
obbem, Temnepatypa, aHTponus, noteHuman Mmobca,
3KCEPrus) N ANEKTPO- XMMUYECKUIA NOTEHLMan oTpaxa-
IOT COCTOSIHNE BHYTPEHHEN MeMBPaHbl MUTOXOHAPUU U
eé matpukca. Cpega maTpukca, CTPOro roBops, C TOHKM
3peHust hU3NYECKON TEPMOOUHAMUKM, HE MOXET ObITb
OXapakTepusoBaHa HU OOHWM M3 TPEX KIacCUYeCcKux
arperatHbIX COCTOSIHMKW, TaK KakK XapaKTepHbIn
pasmMep BHYTPUMATPUYHOIO MNPOCTPAHCTBA WUMEET
BEMUYMHY, CPaBHUMYIO C KOHrrioMepaTamyv MOreKyn
konnougHoro pacteBopa (nopsgka 10-100  Hm).
OCcoB6eHHOCTLIO e BHYTPEHHEN MeMbpaHbl SBMSETCS
TO, YTO MOHW3MPOBAHHbIE YacTULbl MOTYT MPOHMKaTb
N3 MexXmemOpaHHOro MnpoCTpaHCTBa B martpukc M
TONbKO 4Yepe3  cneumanuManpoBaHHble  GenkoBble
MoMnMbl, KOTOpble COBMECTHO C Gernkamu 3reKTpOH-
TpaHcnopTHOM cucTembl 3aHumarT =~80% Bcero eé
npoctpaHcTBa [8], a 3HauuT B Crny4yae BO3MOXHOW
KpucTannusaumm 9STux OenkoB — MNepeHOCUYUKOB
BHYTPEHHSS MeMOpaHa TepsieT 9nacTU4HOCTb W
CTaHOBUTCS PUTMAHON (KKOMbYyra).

Mexay xapakTepHbIMU YHKLMOHAMbHBIMU CO-
ctosHuamn TO-OX uyukna MUTOXOHAPUM OCYLLECT-
BMSAIOTCS YeTbipe nepexopa, KoTopble 0O03HaYeHbI
kak S, S, S, S, MNepexonpl S,u 54 obpaTtumsble, npu
3TOM NapaMeTpbl Npouecca U3MEHSITCHA NPOTUBOMO-
NOXHbIM 0bpa3om (Bo3pacTaHMe cMeHsieTcs yObiBa-
HMEM 1 HaobopOT — Ha CXeme MoKa3aHbl CTperkamu
6e3 3anuBku).

[anee BblgeneHbl OCHOBHble TepMoO-  Ou-
HaMU4eCcKMe U JMNEeKTPOo- XUMMUYECKME MNPOLECCHI,
npoucxogdlime Ha Kaxaom w3 nocriegoBaTenbHbIX
nepexofoB (OT OQHOrO COCTOSIHUS K COCEAHEMY — MO
yacoBou cTperike Ha cxeme). C OpPUEHTUPOBKOW Ha
TO, YTO M300paKeHO Ha Cxeme, a TakKe Ha TO, YTO
npouecc kpuctannoobpasoBaHusa rugpodocdara
Kanbuma B mMatpukce (S, vOeT Camonpou3BOSbHO
C BbldeneHMeM Tenna — 3K30TepPMUYECKUA) Mpu
3TOM MOBBLILLAETCH CTEMEHb €ro YynopsiA04EHHOCTU —
3HTponusa ybbiBaeT, aHeprus [Mb6Oca HapacTtaert, To
€CTb MOXHO 3aKMoYnUTb, YTO MPOTUBOMONOXKHbIN
emy, obpatHblii npouecc (S, — nornoleHre Tenna)
SBNSAETCA CBOEro poAa pes3epBOM OXnaxaeHus
(koHOMUMOHMPOBaHMA) MmaTpukca M.

Mpwn onucaHum TO-OX uukna M NpuHATLI cneayto-
LLUMEe TEPMUHBI 1 OMpeaeneHnsi: KHarpeB U oxnaxae-
HUe», a TaKkKe HaKoNeHNe N pacxogoBaHMe 3NEKTPOo-
XMMMYECKOro NoTeHumana — «3apsig u paspsgy» — c4u-
TalTca ona matpukca M n BHyTpPEHHE NOBEPXHOCTU
BHyTpeHHeln membpaHbl (BIMBM), To ecTb oTHOCATCA
K BHyTpMMaTpU4HON cpee.

Hakonnenne OXI (3apsg A@) mNoHUMaeTcs
Kak MOBbILEHME KOHLUEHTpauuM MOHOB BoAopoaa
H*, CcOOTBETCTBEHHO pas3psg — 9TO CHWXEeHue
KOHLIEHTpauun MoHoB Bogopoaa H* nunu HakonneHue
Kakmx nmbo OoTpuuaTenbHO 3apsPKEHHbIX WOHOB
(rmgpokcunbHbIx rpynn OH-).

(8) gz :810Z MuisaA Iysudipaw [Auyoneu sueqnyy
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™
S2
NPOAOAKEHHE ——
pacxopa 3XI,
IHAOTEPMHYECKHE
peakumu

MAX (
noTeH
suTponua MIN

F-11
noredHuuan Nbbca Bo3zpacraer,
3HTpONUA yObIBaET

S3
Hauaao HakonaeHua 3XIN,
IK30TEPMHYECKHE PeaKuuu

noreHuuan M66ca yooiBaer,
3IHTPONMA BO3pacTaer

S1 F-l

Hauanao pacxoaa 3XM, MIN (=) 3XM, Harpee MM,
SHAOTEpPMHUECKHE noteHuuan Mb66ca MIN,
peakumu aHTponua MAX

npoAoAKeHHe
HakonaeHua XM,
IK30TEPMHYECKHE peaKLu1u

Puc. 2. ®yHkumoHanbHble (F) cocTosaHusa n dasosble (S) nepexoabl npy npotekaHun TO-9X yukna M.
Fig. 2. Functional (F) states and phase (S) transitions in the course of the TD-EC cycle of M.

HarpeB un 3apsg matpukca M npoTuBOCTOSAT (B
CMbICre MOMOXEHUs NepexodoB B LMKIE Ha Cxeme)
ero oxnaxgeHuwo un paspsgy. bonblwne cTpenku
COOTBETCTBYIOT ~ OOnblUer  CKOPOCTM  peakuun,
Marnble — MeHbLUEN, a TOHKME CTPENKM Mexay HUMU
0b03Ha4aloT BO3MOXHOE MepektoyeHne CKopoCTu
¢ras3oBoro nepexoaa. Ha ocHoBaHWM NpeacTaBneHHON
CXeMbl MOCTPOEH Tomorornyecknii Lmkn M Ha nno-
CKOCTM oObema M JaBneHus, npu 3ToMm HeobxoaMmMo
y4YyecTb dHepreTmyeckue npeobpasoBaHUs, NPOUCXO-
OdLmne Ha KakaoM M3 nepexoaos.

XapakTtepHble (pyHKuMoHanbHble) cocTosHus F—1
n F— 1l Ha nnockocT obbema u gasnenns «P, V»
(pnc. 1) COOTBETCTBYIOT TOYKaM camorepecevyeHus
UMKNa, nexawuMMm Ha rpaHuuax obnactem ¢
nnowagamm SI n 83 (He KOHTaKTMPYHT Mexay cobon).
Mepexoabl Mexay COCTOAHUAMM (0O603HaYEHbI TaK Xe,
Kak 1 nnoLiaanm BHyTpU obnacrten) ocyLlecTBASOTCA
B HanpasreHusXx, yKa3aHHbIX cTpenkamu,
HauYMHAKTCS B TOYKaX (PYHKLUMOHArNbHBIX COCTOSHUN
C COOTBETCTBYIOLLMMU HOMEPAMW, N 3aKaH4MBaKOTCS
B TOYKax CO criedytoLmMmMm no nopsiaky Homepamu.

Toyka camonepeceyeHusi, B KOTOPOW KOHTaKTU-
pytoT obnactu ¢ nnowagamu 82 nS , COOTBETCTBY-

et cocTtosHuio F— Il korga npubGbiTe B Hee (Mpwu
OBWKEHUM MO LMKMY) NPOUCXOOUT U3 COCTOSIHUSA
F— 1, n ata To4yka cooTBeTcTBYyeT cocTtosiHuio F— IV
Korga npubbiTMe NPOUCXOAMT U3 cocTodHMsA F—
lll. MocnegHee o3Havaet, 4to cocTtosiHue M (kak
cnoxHon T[O-3X cucutemMbl) He XapakTepusyeTtcs
OOHO3HAYHO TEPMO- OUHAMUYECKMMU NapameTpamm
(P — paBnenwue, V — obbem).

Tononorusi umkna gonyckaeT otbpacbiBaHue 06-
nacrtem, orpaHNYMBaIoLLMX NoLLaamn SI " 83, TO ecTb
3aMblkaHMe UMKra MOXET Npov3BOaUTbCS 06xooom
nvwb obnacren, orpaHMYMBaoLLMNX NoLaamn S2 " S4
(Npw coxpaHeHWn HanpasneHns ABUXKEHWS), 9TO BaX-
HO C TOYKM 3peHus nepexoga MUTOXOHAPUW Ha Ma-
nbin umkn (06 aTom Takke ByaeT ckazaHo HUXKE).

Buo-anekTpoxumuyeckas v Tepmo- OUHaMuYe-
CKasi xapaKTepucTmka coctositHun M:

F— I — makcumym Harpesa v 3apsiga matpukca M,
paboTa NpoToHHOW nomMnbl, AT®-cMHTa3a ocTaHoBMe-
Ha, KanbLuMn B HegocTaTke, KUcnopog B U30bITKe;

F— 1l — Hayano paspsga n oxnaxgeHus maTpukca
M, paboTta npoToHHOW NoMMbl, 3anyck AT®- cuHTa3bI,
KanbLui B HegocTaTke, KUCnopog B U30bITKe;

F— 1l — makcnmym paspsga v oxnaxaeHuss MaTpuk-



S
—

Puc. 3. TO-3X umkn M Ha nnockoctn obbema «V» 1 nasne-
HUA «P» BHYTpW MaTpukca M.

Fig. 3. The TD-EC cycle of M on the volume plane «V and
the pressure plane «V» inside the matrix of M.

ca M, octaHOB NpOTOHHOM NoMnbl, pabota ATP-CuH-
Tasbl, KanbLUW U KNCNOpOoA B HEAOCTATKE;

F— IV — Hayano Harpesa u 3apsiga matpukca M,
3anyck MpOTOHHOW MNoMmMbl, ocTaHoB AT®-cuHTa3bI,
KanbLnii 1 KNCNOPOA B U3bbITKE.

[MpumeyaTensHo TO, YTO 3anycK U OCTaHOBKAa Npo-
TOHHOW MOMMbl CUHXPOHHO COMPOBOXAAKTCS Harpe-
BOM C pacLUMpEHVEM U OXNaXOeHUeM CO CxaTuem
Matpukca M COOTBETCTBEHHO.

MosicHeHus TpebyeT To, 4To coctosaHusa F— Il n F—
IV Ha nnockoctn «P, V» HaxogsaTca B ogHOM Touke
— 9TO pesynbTaT NPOEKUUN LUKIa Ha 3Ty MIOCKOCTb,
TO eCTb TOro, YTO TOMbKO 3TV ABa TEPMO- AUHAMMU-
4YecKMx napamMeTpa He XapaKTepusylT cocTosiHue M
kak crnoxHon TO-OX cucrtembl. Heobxoaumo noba-
BUTb, Kak MUHMMYM, €eLle OAMH napaMeTp — 3To Be-
nnymHa OXI1 «A@», TOraa UMK CTaHET TPEXMEPHbIM,
coctosiHusa F— Il n F— IV BygoyT HaxoguTbest ogHO Hag
Apyrum, a Ha nnockoctn «P, V» ux MoXHO oTnnunTb
Mo yyacTkam LMKIa, KOTopble NPUBOOSAT B TOYUKY WX
NPOEKLMN (COCTOSAHUST MEHSKOTCA B MOPSIAKE UX HYy-
MepauMm Npu OBWKEHUM MO TPEXMEPHOMY LIMKIY)
(puc. 4).

Takasi kapTuHa TPEXMEPHOTO LiMKNa BCe Xe sBMsi-
eTCsa naeann3MpoBaHHOM, XOTA Obl MOTOMY, YTO «Be-
POSITHOCTbY» camonepeceveHus (Bbixoga M Ha Te xe
napameTpbl) HyrneBas, TO eCTb pearnbHbIV LMK «pac-
cnavBaeTcs» 1 B 3TUX TOYKax, HO HaknaiblBatoLMNcs
npu npoekuun (B Toukn | n lll) «BeTBN» LMkna 6rnmsko
pacnonoxeHbl (MOSICHEHWE COCTOWUT B WHTEpnpeTa-
uumn manoro uukna M).

Vcxons 13 Bbllle CKa3aHHOro BblABUraeTcsl rmro-
Tesa (NPUHUUN cucTemaTmMsaumm) COCTOSLLNA B TOM,
yto: TO-3X umkn M (Ha nnockoctu «P, V») npeacras-
nsieT cobor 3aMKHYTYHO KpMBYIO C TpEMsi camonepe-
ceyeHnsimu, a B npocTtpaHctee «P, V, Ap» — ¢ aByms
camonepecedeHnsmu (puc. 3, Hynb AQ YCMOBHbIN);
nnowanb BHYTPU 3aMKHYTOW KPUBOM (Ha MIOCKOCTU

Puc. 4. TpexmepHsbii uukn M (pasHuua Mmexay COCTOSHUAMU
F—1lln F=1V).

Fig. 4. Three-dimensional cycle of M (the difference between
the states of F- Il and F- IV).

«P, V») Bbluncnaercs KpUBONMHERHbIM MHTErpanom
B ABYX BapuaHTax (06xo4 KOHTypa NpoM3BOAMTCS MO
4acoBOW CTperike);

S:deV:—fVcﬂ’:A

3TOT XXEe MHTErpan MMeeT CMbICi paboTkbl, coBep-
LLIaeMoii cpeaoit ¢ aasneHvemM «P» npu nameHeHum
obbema «V»;

Mo aHanorMm ¢ maeanbHbIM ra3oM YyAenbHOe Mo
Macce Tenno, oTaaBaemMoe TepMO- AMHaMUYEeCKOW
CUCTEMOW, BbIMUCNSETCA CreaylLlmnM MHTerpanom
[9] (normowaemoe Tenno ycnoBHo GepeTcst ¢ obpar-
HbIM 3HaKOM, UMK e 00X0A4 KOHTypa MpPOW3BOAMTCS
NPOTMB YaCOBOWN CTPENKK).

0= % flc,pav + c,vap)

3pecs C_, Cp — 9TO TennoemMKoCTU rasa npu no-
CTOsIHCTBE O06beMa WU AaBMIEHUS COOTBETCTBEHHO;
ANs uaeanbHoro rasa W3BeCTHO TOXAECTBO, npef-
cTaBnsiolee coboil TEPMO- ANHAMUYECKUI aHarnor
3aKOHa COXPaHEHUs1 BHEPruM «MepBOe Hayarno Tep-
MOZAMHAMUKN» B TEPMUHAX TENNOEMKOCTel

Cp—Cv =Ry,

rne R — yHuBepcanbHas rasoBas NOCTOSHHAS; Y —
MonsipHas Macca rasa.

Mpn anekTpo- XMMU4Yecknx peakumsx (npeobpa-
3oBaHusA Tenna B X[ «3Hepruto HakannMsaemoro
3apsga») aHarnoroM MexaHuyeckon paboTtbl ABnseT-
csl UaMeHeHne noTteHumana mébca G (B KOHEYHOM
cyete — npeobpasoBarHne AP B ATO® n mexaHu4de-
CKYIO SHEepru), Ans maeanbHOro rasa — ata aHano-
rMa nonHasa (npu atom AH = CpAT— N3MeHeHue
HTanbLNMM).

(8) gz :810Z MuisaA Iysudipaw [Auyoneu sueqnyy



2018; 25 (5)

U HayyHbIl MeOUUUHCKUU 8€CMHUK

Kyb6aHcku

AG = AH — AQ = C,AT — % (C,PAV +C,VAP) =
= % Co(PAV + VAP)— % (C,PAV + C,VAP) =

- %(c,, —Cp WAP = —PAV = A4

Mo aTon aHanorny nonaraeTcst, YTO Ha YacTAX LMK-
na, orpaHu4mBatoLLmx obrnactu ¢ nnowagamm SI 7 S2,
3a CYET M3MEHEHUs1 obbema 1 JaBnNeHWsi NPU NEKTPO-
XUMUYECKMX peakUuMsix Ha BHYTpPeHHen membpaHe M,
Tenno npeobpasyercs B paboTy MEXaHWYECKY — Ha-
OyxaHue (yBenmueHne obbema V), 1 BUOXMMUYECKYHO —
npeobpasosarHve AP B ATO c HakonneHvem arnek-
TPUYECKOro NoTeHUMana Kak ctagmen 3toro npolecca,
a Ha 4YacTsX LMKa, OrpaHnYMBaloLLImMX NioLaan 53 n
84, M nornowaert Tenno (M3 BHELLHErO UCTOYHUKA).

Vcnonb3ys npuHLUMN, COCTOALWMIA B TOM, YTO Te
4YacTu UMKna, KoTopble 06XOAATCH NO YacoBOW CTpen-
Ke, OTHOCATCA K (branonornieckn yHKLMOHaNnbLHOMN)
paboTe, a 4actu, 0bxoasimMecss NPOTUB YacOBOW
CTPEnkKKn, OTHOCATCS K MormnoLwaemon aHeprum (B oc-
HOBHOM B hopMe Tenna), MOXHO HanucaTb opmMyny
ansa koaduvumeHTa nonesHoro gencrteus (KMo) M.

4 5 +S, R §+85,
-2 S5;+8, (Cp‘cr)-l 83+ 8,

M

B otnuume oT 06bIMHOrO TepMoauHaMUYECKOro
KA, pabota 3gecb genutcs He Ha NOABOAMMOE K
cucTemMe Tenno, a Ha pasHOCTb MOA4BOAMMOIO U OT-
BOAMMOTO Tenna (Q) npu Takom onpegenexumn Krz
naeanbHOW TennoBon mMalumHbl KapHo okasbiBaeTcs
paBHbIM eguHule — 100% [10].

Ecnun unkn gedopmupyetca, HanpuMmep, Tak, Kak
ykasaHo Ha pucyHke 5, To KINO ymeHbLunTCH (53 + S4
B 9TOM Crlyyae — 370 nroLlaip 3anvTon obnactu, Ko-
Topas 6onbLue, Yem Bbina oo Aecdopmaumm — oHa 06-
XOAMTCH NPOTMB YaCOBOW CTPEIKK).

OTOT BapuaHT gedopmaumu uMKna rmnoTeTnye-
CKN MOXHO MHTeprpeTmpoBaTb kak nepexon M Ha pe-
XXMM, MPU KOTOPOM MPOUCXOAUT HarpeB maTtpukca M
©e3 BbipaboTkn ATO (F-1).

)‘\P

v

———
—_—

Puc. 5. lNepBbin BapnaHT gedopmaumm umkna M.
Fig. 5. The first version of the deformation of the cycle of M.

Ecnn xe uukn pedopmMmupyeTcs Tak, Kak ykasa-
HO Ha pucyHke 6, To KIM[ ysennuntcs S + S, B aTOM
cnyyae — 3TO nnowagb 3anutor obnacTtu, koTopas
oonblue, YeM Obina go gedopmauum — oHa obxo-
ONTCA MO YacoBOW CTpenke). ITOT BapUaHT MOXHO
NHTEepNpeTMpoBaTh Kak aPdeKT «BTOPOro AbIXaHWs»
(pacxoooBaHME 3KCTPEHHOrO JHEpPreTU4eckoro 3a-
naca, B 4acTHOCTU — accouuauun gurngpodocdara
Kanbums).

B npegctaBneHHOM Huxke Tabnuvue ykasaHbl
HanpaeJsieHocmb N3MEHEHWI OCHOBHbIX MapaMeTpoB
npv noxoxaeHnn mutoxoHapuen TO-3X yukna: mid —
cpegHee 3Ha4YeHWe — MOSIOXKEHME; CTOosLME PsSOooM

%

S

Puc. 6. Bropow BapunaHT gecpopmanum uukna M.
Fig. 6. The second version of the deformation of the cycle
of M.

pa3HoHanpaBneHHble CTPErkM «|1») 03HayaloT, YTo
MaKCMMyM MU MUHUMYM 06beMa Unu gasneHus (Npu
COOTBETCTBYIOLLEM Mepexoae Nno LuKy) 4OCTUraeTcs
Ha cba3oBom nepexofe (S), a He B OYHKUMOHANbHbIX
COCTOsIHMAX, 0DO3HayeHue xe «|midt» o3Havaer,
YTO cpegHee 3HavyeHwe TennoBOro noTeHumnana
(Q) cooTBeTCTBYET fOKaNbHOMY MWHUMYMY BONU3n
YHKLMOHaNbLHOro coctosHusa («tmid|» — cooTBeT-
CTBEHHO — ITOKanbHOMY MakCUMyMYy).

CkopocTb  BMOXUMUYECKMX  peakuun npu
npoxoxaeHnn TO-OX uukna M He obGsA3aHa ObITb
OOVHAKOBOW Ha pasHbIX Nepexofax Mexay azoBbiMu
COCTOSIHUSIMU, Ka4ECTBEHHO XapaKkTep ee N3MeHeHus
npencTasneH Ha pucyHke 1. Takke BO3MOXeEH nepe-
xog M Ha mManbli UMKM: Ha TONOMOrMYeckon KapTuHe
(puc. 1) otbpackiBatoTcst obnact ¢ nnowaasaMmu S/
" 83 (cooTBeTCTBYIOLIME NETNM OTOpackIBAOTCA U Ha
TPEXMEPHOM UuMKre) (puc. 2), HanpasneHue ABuke-
HWSi MO OCTaBLUMMCSl ydacTKaM LMKMa CoXpaHsieTcs,
Ha nnockoctn «P, V» ocraercs ogHa Touka camore-
peceyeHus (CooTBeTcTByOWas coctogHuamMm F— Il n
F—IV), KIN[ Bbipaxaetca Yyepes nnoLiagn ocTaBLUNX-
cs obnacTen:

C TOYKM 3pEHMS BHYTPUKIIETOUHOW hmanorormye-
ckon pyHKumMoHanbHocTn oba BapuaHTa gedopma-



Tabnuya / Table

N3meHeHuns ocHoBHbIX T[-3X napameTpoB uukna byHKkuMoHanbHbIX (F) cocTosiHumn
n chasoBbix (S) nepexonoB B maTpukce M n Ha BHyTpeHHen NOBEPXHOCTHU
BHYTPEeHHEen mMeMbpaHbI

The changes in the main TD-EC parameters of the cycle of functional (F) states and phase
(S) transitions to the matrix of M and on the inner surface of the inner membrane

FIS
Ne | apamerpii F-1 S, F-1l S, F-IV s,
MAX R _ MAX g
1 P mid T 1 mid MIN mid v [, | mid MIN
MAX l MAX
2 \% mid MIN mid 1 ! mid MIN mid 1 !
Al MAX . MIN .
s ax ((pmV) >175 ' mid l <175 1 mid !
4 H MAX l mid l MIN 1 mid 1
5 S MAX l mid l MIN 1 mid 1
6 G MIN 1 mid 1 MAX l mid l
7 Skceprus <0 1 mid 1 >0 1 mid 1
Tennoson
8 ”°Tf(”)”)"'a“ Imid? MAX MIN tmid| MIN 1 MAX
oH mid MIN mid
9 (KOC) MAX ! (cnabo ! (cnabo N (cnabo '
(wenou.) Lernoy.) Knucnas) Lernoy.)
AT®
10 -CUNbHO . )
Kucnas MIN i mid i MAX 1 mid l
cornb
Ao
11 - crnabo . .
Kucnas MAX 1 mid 1 MIN 1 mid 0
cornb
12 H,PO, - mid 1 MAX 1 mid ! MIN 1
13 HPO,> mid 1 MIN 1 mid 1 MAX 1
14 Ca?* mid 1 MIN 1 mid 1 MAX 1
15 H,O mid ! MIN 1 mid 1 MAX 1
16 Macca mid ! MIN 1 mid 1 MAX 1
17 NnoTHOCTb mid ! MIN 1 mid 1 MAX !

unmn n «otbpacbiBaHne obnacrten SI 7 Sj» ABMAIOTCA
«3anacHbIMU» XU3HEHHBIMU LIMKITaMU MUTOXOHAPUMN,
a Hanbonee Tepmo- ANHaMMYECKUN LieniecoobpasHbIm
SABNSAETCA BapuaHT C TpeMs To4KamMu camonepeceye-
HuA kakoBbIM siBnsieTest F— 1 (puc. 1).

Takum obpas3oM, M oOcCyLlecTBNSET KIeTo4Hoe
OblXaHWe, nepuvognyeckn yBenuuMBasi OObeM U
yMeHbLLUasi AaBreHne unm HaobopoT (Kak 1 nerovyHas
anbBeona). He BbI3biBAeT COMHEHMS TO, 4TO
yBENMYEHNE N YMEHbLLUEHNE B 06 bEME 3anOXEHO B ee
[HK, Ho He TonbKo BKavecTBe 0becneyeHmns BbIpaboTku
AT®. ina camor M ¢ no3uummn Tepmo- AUHaM1U4ecKkom
uenecoobpasHocTu npeobpasoBaHne sHeprun B ATO
B cocTosHun F— I, He saBnseTcs rnaBeHCTBYHOLLEN
hyHKUMEN, KOTOPYHO el MpUNMChIBaOT OOMbLUMHCTBO
nccrnegosarenen [11].

Kak n MHOXeCTBO XMBbIX OPraHM3MOB, KOTOpble
oTrpaHnyeHbl «byTepbpogHon» mMembpaHon, M npu
aKTMBHOM Yy4acTuu Kanbuusi obnagaer CUCTEMOMN
obbemHon perynaumm [6], No3BoNsIOLWLEN el MEHATb
cBot hopmy 1 06bEM NOA BINAHMEM BHELLHUX U BHY-
TPEHHMX PaKTOPOB, BaXXHENLLNM U3 KOTOPbIX ABMSAET-

Csl OCMOTMYECKOE paBHOBECHE Mexady matpukcom M
N LUMTO30MEM, NPEACTaBMSIOWEM BHELLHIOK Cpeay no
OTHOLLEHNo K camoi M.

Opyrumn  crnoBamn, nepuogmnyeckoe U3MeHeHne
obbema, C JoMyLLEHMEM HE3HAYNUTENBHOIO YBENNYEHNS
OaBreHns B camon M, oCyLLECTBNSIETCS B COOTBETCTBUM
C 3aKOHaMU1 TePMOAMHAMUKN YCTOMYMBBIX HEPaBHOBEC-
HbIX MPOLECCOB, COMPSXeEHbIX Mexay cobon [12].

B Tabnue ykasaHbl HanpaBMEHHOCTUM OCHOBHbIX
MpOLEeCCOB MpoTEKalLWux npyv MUTOXOHAPEearbHOM
«OblXxaHun», B TOM 4ucne npoLeccoB TpaHcnopTa
MoHOB (aurugpodocdara kanbuua n rugpodocdara
Kanbuus), Noka3aHbl KaYeCTBEHHbIE XapaKTepUCTUKN
HanpaBreHHOCTN NPOXOXAEHMS 3TUX MPOLECCOB.

PacnonoxeHune noHos OH- B matpukce M HepaB-
HOMEPHO, a B COOTBETCTBUM C YAANEHHOCTbIO OT BHY-
TpeHHen MembpaHbl «0bra4yHo», HanbonbLuas «MnoT-
HOCTbY» 3apsfa AOIMKHA BO3HMKATb HENOCPEACTBEHHO
Ha BHYTPEHHEN NOBEPXHOCTM BHYTPEHHEN MeMOpaHbI
n BGrnn3m OT Hee, TO eCTb NepudepuinHasl 30Ha Ma-
TPULbI, @ pa3pskeHne — B LIeHTparnbHOM 30HeE.

Bbilwe M3noXeHHOMY [AOIMKHO COOTBETCTBOBATb

(8) gz :810Z MuisaA Iysudipaw [Auyoneu sueqnyy
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U BeCMHUK

7 MeOUUYUHCKU

U Hay4HbIU me:

Kyb6aHcku

TO, YTO MaTtpukc M npubnuantensHo Ha 80% npea-
cTaBnsieT cobor MOHU3MPOBAaHHYIO cpedy, KoTopas,
NOTMYHO MPeanonoXnTb, obeperaer OT BHELLUHUX
BO3AENCTBUIN pacrosiokeHHble B Hen konbua [OHK,
cTpeMsilmecs okasaTbCs B camol Oe3onacHon eé
LeHTparnbHoN 30He MaTpukca M Tam, rge noHmsauus
MoYTUN OTCYTCTBYET.

Pe3synbratbl M 06cyxpaeHue

Matpukc M npegcrtaensieT cobon ynsTpaMukpo-
reTeporeHHyt0 [AUCNEPCHY CUCTEMY, B KOTOpOW
npoTekalT TepMmo- AvHamudeckue (TL) anekTpo-
Xxumudeckme (3OX) peakumu, TpaHchopmMupytoLime
3HEpreTMYeCcUKM NoTEHLUMAan Kak 3 BHELLHEN cpeabl
BHYTPb, TaK M U3HYTPU BO BHELLHIOK Cpeny, KakoBon
saBnseTcsa yatonnasma [13].

Kcxopsa 3 TpeTbero 3akoHa TepMOAMHAMUKUA U y4K-
TbiBas TO, YTO YeM BrvKe SHepreTnYeckme nokasarenm
peanbHOro HepaBHOBECHOTO NPOLEcca K 3KCeprnm npo-
Lecca, TeM COBEpLUEHHeEe caM MPOLECC N TEM CIIOX-
Hee yBenuMuUTb ero 3(PPEeKTUBHOCTb, MHa4Ye roBops
3a HyNeByH TOYKY OTCHETa SHTPOMUK Nobon cnuctemsl
MOXHO MPUHMMaTb €€ MakCUMarbHO YynopsifoYeHHoe
COCTOSIHME, MPWU KOTOPOM 3KCEeprusi npouecca MuHU-
ManeHasa (< 0), No3TOMy, C Y4EeTOM 3TOro, MMEHHO B
yHKUMOHanNsHoM coctosHum F— I M nenbiTeiBaeT mak-
CMMarbHyl CTeneHb TEPMO- OUHAMUYECKOro COBEep-
LLUEHCTBA, MO OTHOLLEHMIO K KOTOPOMY, B CO3[4aBLUMXCS
BHELLHUX YCIOBUSX, OCTarbHble OYHKLMOHArbHbIE CO-
CTOAHUA M MOXHO cuMTaTh METACTabUNbHbIMU, N 3aKO-
HOMEPHO COOTBETCTBYHOLLMMU OOHOMY M3 MUHUMYMOB
TO-3X noTeHumana, korga ux akceprus Boicokas (> 0).

OcHoBbIBaeMcs Ha TOM, YTO PyHOAMEHTabHbIN
npuHUMN  (PYHKUMOHANbHOM  LiernecoobpasHocTy,
yCcTaHaBnmBaeT rMaBeHCTBO MaKcUmManbHOro
BpeMeHn npebbiBaHMs nOOW XKMBOW CUCTEMbI B
onpeneneHbiXx («HOPMATUBHBIX», «OOMYCTUMBIX»...)

npegenax  nodta  dyHKuMoHaneHocTn  (J1D),
KonebaHus KOToporo OOYyCNoBMEHbl MEHSIOLLMMUCS
BHELLUHMMM YCINOBUAMMU " BHYTPEHHVMMU

noTpebHOCTSAMM, Bapaxaem yBepeHOCTb B TOM, YTO
C Y4EeTOM OrpaHuyeHuii, HaknagplBaeMblX 3aKoHaMm
duM3MYeCcKOn N XUMUYECKOW  TEPMOLMHAMMUKN,
Hanbonblasi CcTeneHb TEPMO- OUHAMUYECKOrO
COBepLUeHCTBa  Mpouecca  MUTOXOHApPearnbHOro
abixaHns B TO-OX uukne, OCYyLIEeCTBRSEeTCS B
COCTOSIHUM  «AbIXxaTenbHoro  KoHtpons»  (F— 1),
KOTOPOMY COOTBETCBYET MakCMMaribHasi 3HTPOMus
(S) n MnuHMManbHas aHeprus Mmbbcea (G).

Ha npegcraBneHHOM pucyHke 7  OTpaxeHa
OVWHamMuka wuameHeHunst [nbbca Bo Bpemsi TO-OX
uukna. M3 pucyHka BUMAHO, 4YTO B cocTosiHUM F— |
HECMOTPSA Ha TO, YTO JHTPOMUS MakcumarnbHas u
3Heprus Tmbbca MUHUManbHas cucTeMa HaxoauTCs
B Haubornee yCTOMYMBOM MOMOXEHUN — IKCEprus
MUHUManeHas (< 0), a npu F— Il cuctema HanveHee
yCTONYMBa — aKceprus makcumanesHas (> 0), Ho npu
3TOM 3HTPOMNUS €€ MUHMMarnbHas, a aHeprus mMbbca
MakcumarnbHasi, TO eCTb N0 Mepe yganeHus ot 6onee
ycton4mBoro paBHoBecusi (F— 1) kK MeHee ycTonunBo-

My paBHoBecuto (F— Ill) guccunatnuBHasa cTpykTypa
camon mutoxoHapuu asmxetca ot YHVBEPCAJIIb-
HOIO dyHkumnoHaneHoro coctosiHus (F— 1) k YHU-
KANNbHOMY dyHkumnoHansHomy coctosiHuto (F— 1lI),
B HanpaeneHuu 6oraTcTea 1 pasHoobpasuns, KoTopoe
CYNUT BO3MOXHOCTb «3BOJSTHOLIMOHHOTO CKavkay!

B ycnoBusix pasmepeHHOro, HW3KoamniauTygHOro
(«HeTOpONNMBOro») yBennyeHms B oobeme, B COCTOS-
Hun F— 1, dpocchopunupytowasa cuctema M nepexogut
B peXuUM paboTbl, MO KNHETUYECKMM NapameTpam co-
OTBETCTBYHOLLEMY pPEXMMY pPaboTbl «CynepKoMMiek-
ca» [14], npu koTopoM npeobnagaeT cuctema TEPMO-

M 6

-

Bpemsa

Puc. 7. Mpadpuk nameHenns noteHumana M'bbea (G) B TO-
OX umkne M.

Fig. 7. Graph of the change in the Gibbs potential (G) in the
TD-EC cycle of M.

perynsaumm n conpsikeHHbIM (B3anMoCBsi3aHHbIM, B3a-
MMO3aBUCMMbIM) yrHETEHMEM  (DOCHOPUNMPYIOLLINX
cucTeMm.

V3BecTHa porib XXMPHbIX KUCIOT B KA4eCTBE pa3o-
OwmTenen [7] n gaxe OTMEYEHO UX y4acTue B «Msr-
kom» pasobwieHunn [15, 16]. OanMH M3 MexaHW3MOoB
pa306LLEeHNsT XKUPHBIMW KMCNOTaMU NPOLIECCOB Abl-
XaHust n ocdopunMpoBaHusi, ONMcaHHbIN B paboTtax
[17], npegnonaraet 3axBaT aHUOHOM XUPHOW KUCIO-
Tbl NPOTOHA C MOBEPXHOCTU MeMbpaHbl U nepeHoc
ero B Matpukc M, muHysi AT®-CMHTa3HbIN KOMMIEKC.

Hanuuo HeogHO3HaYyHOEe y4yacTue KMPHBIX KUC-
not B TO-OX uukne M. lMNpun Tom, 4TO B-OKUCNEHME
XUPHBIX KACMNOT NOCTaBngaeT B MmaTpukc M cybcTpartsl
(®ALOH,, HAOH v auetnn-KoA), koTopble NpuHUMaloT
yyacTue B JanbHewnwem 3HepronpeobpasoBaHuu, C
OpYrov CTOPOHbI, KaK  OTMeYarnocb Bbllle, Herno-
CPELCTBEHHO CaMM XMpPHbIE KACNOTbI CNOCOGCTBYOT
pasobweHnto AX noTeHumana, NpUTopMaxneas pa-
60Ty AT®-CMHTa3HOro KOMMMEKca, U COOTBETCTBEHHO
CHWXXas BbIpaboTKy, kasanock Obl CTOMNb BaXKHOM, NPO-
OYKUMM KakOBOW NPUHATO cymTatb ATO!

Kak nomaratoT oOTe4YeCTBEHHblE KCCregoBaTenm
[14, 15, 17], M nepekntodaeTcs Ha BbipaboTky AT no
cxeme Bunbsimca, npeobpasysicb B ocoboe cocTosi-
HVe cynepkoMmmnrekca, ¢ TeM, YToObl n3bexarb paso-
Owatowero adpcpekTa XKupHbIX KMcnoT. o obpasHomy
BbIP2XXEHMIO aBTOPOB, BHyTpMMembpaHHasa benkosas
cMCTeMa B COCTOSIHUWM CynepkoMnnekca nepegaer ot
dhepmeHTa Kk hepMeHTy NMPOMEXYTOYHble cybcTpaThl
«U3 PYK B pyKn», 0abbl OHM He BbILLMM B BOAHYHO ¢hasy!
Haxoasicb B COCTOSIHUM CynepKOMMIiekca oTMedeHa



onpegeneHHasi KNHETMYecKas CornacoBaHHOCTL dep-
MEHTOB — CHWXEHWEe MOABWXHOCTU (aKTUBHOCTW) OA-
HOro oepMeHTa MOXET 3aMeannTb («npobkax), a To n
BOBCE OCTaHOBUTb paboTy Bcero 6emnkoBoro KOMek-
ca, YTo HabnogaeTcs Npu nepeknoyeHnun M B pexum
HM3KoaMNNUTYyAHOro HabyxaHus [18]. B aTnx uccnego-
BaHUSAX ObINO YCTAHOBIIEHO, YTO cMCTEMa OObEMHOW
perynaumn M npu cHmwkeHHol (120 mOcmornb) TOHUY-
HOCTU cpedbl MHKYGaumn nepeBoguT Beo dhocdopu-
NMPYIOLLYIO CUCTEMY B PEXUM PaboTbl XXEeCTKO Conpsi-
YKEHHOrO CynepkoMnieKkca, npu KOTOpoM noaaBneHvne
OYHKLMM reHepaTopoB 3MEKTPO- XMMUYECKOrO MOTEH-
uvana (B ABa-Tpu pasa) MHrMbrMTopaMmn AbIxaHus BO
CTOMbKO Xe pa3 nogasnseT (PyHKUuo noTpedbutens
3Heprumn — AT®-cnHTazHOro hepMeEHTHOIO KOMMJIEKCA.
Kak crnepcrtBue XeCTKOro COMPSPKEHWS, UHMMBUTOpDI
AblXaTerbHbIX NMPOTOHHbLIX MOMM OYeHb Crnabo CHWXa-
0T MeMbpaHHbIN noTeHuman M B ycrnosusx pocdopu-
NMPOBaHUS, NOCKOSMbKY B COCTOSIHMM CynepKoMMriekca
nogaBfieHne reHepaTopa 3SHEPrUM COMPOBOXAAETCSA
MponopuMoHarnbHbiM MoAaBeHnemM 3HepronoTpebu-
Tensa cuctemMbl cuHTesa ATO [18], To ecTb npoucxoanT
CHWXKEHNe CKOPOCTU SHepreTnyeckoro metabonunsma.
[Monaraem, 4YTO CynepKoMMmeKc npeacTaBnsieT co-
bon perynupytollyto ynpasnstowyto cuctemy (PYC),
HU3MOMNOrMYECKNA CMbICIT KOTOPOW 3akmovaeTcs B
onpegeneHnn ntodta yHkumoHaneHocTn (J1P), co-
npsbkeHHoro ¢ TO-OX umknom M, 1o ectb J1P aBns-
eTcs DOHOBbLIM COCTOSIHUEM, U TOMBbKO B COCTOSIHWM
MOBbILUEHHOW (PYHKUMOHaNbHON Harpysku nocreneH-
HO BKITHOYAIOTCS MPOTOHHbIE MOMIMbI, N30NNMPOBaHHbIE
OT KracTepa, AONOMHUTENBHO BblKayMBatoLLMe KaTno-
Hbl BOgopoda H* B MexxmembpaHHOe npoCTpaHCTBO,
npegensHO 3akucnsas ero. HenocpeacteseHHo cam J1P
MOXHO paccMmaTpuBaTh B ka4ecTBe aHanora paboyero
OnanasoHa (working range), KOTOpbIM LUMPOKO MOSb-
3YHOTCS MPU ONUCaHUM Pa3NNYHbIX NPOLECCOB, B Kaye-
CTBe nokasarens adeKTUBHOCTN Nnepeaadn IHEPruu.
B TO-3X uukne M, ¢ y4eTOM OrpaHMYeHniA, Hakna-
OblBaeMbIX 3aKOHaMU PN3NHECKON 1 XUMNYECKON Tep-
MOAMHAMUKW, OOMYCTUMO CYUTATb, YTO MO AOCTUXE-
HUW KparHero TeNnoBoro no aHTanenun (AH) npegena
B coctosaHun F— IV — nepexon S, npoucxoamt nepe-
KrroueHre Ha oxnaxaeHue, MuHys F—1—nepexon S, ¢
MaKCMMaIbHOW CKOPOCTbIO, AOCTUraeTcs NPOTMBOMO-
noxHbin nopor J1® no aHtanbnum B F— Il — nepexop S,.
[pn atom Tennootaaya B F— IV conpoBoxaaetcs oT-
HOCUTENbHBIM YMEHbLUEHNEM 0ObeMa C OTHOCUTENb-
HbIM YBEMNMYEHNEM Macchl U NOTHOCTU MaTpukca M.
OtmeveH [14, 19] npsMon napannenusam B UHIMM-
OVpoBaHMM COKpaLLleHUs (YMEHbLUEHNSI B 0Obeme) 1
okucnuteneHoro doccopunuposanusa (F— Il) onuro-
MWULUMHOM, TO €CTb NPW YrHETEHUN OKUCIIUTENLHOIo
docopunuposarmnsa (F— Il) npekpaliaetcs ymeHb-
weHve B obbemMe (cokpaweHue). VHbiMu crnosamm
npeobnagaHue okMcnuTensHoro docdopunmposa-
Husa (F— Il) cnocobcTByeT coxpaHeHuo yBennyYeHHo-
ro oobema camon M. BmecTe ¢ aTum kntoyeBas porb
[aBneHns Ha meMbpaHy (6Gapo-peuenTtopbi!?) cBo-
ONTCS K BONPOCY O KOHKYpeHLUMK chocdopurnmpytoLLe-

ro (F- 1) n Tepmoperynupytowiero (F— IV) coctosHui.

OTMeYeHO BbipaBHMBaHME OCMOTMYECKOrO AaBrie-
HUA B uyuTonnasme v BHyTpu M B coctosHuax F— | n
F—1lI, T.e. JI® no o6bemy u conps»KeHHOMY C HUM [,aB-
NEHNI0, YTO OOBSACHSIETCS YBEMUYEHMEM KONMUYecTBa
«cnusLumMxcst» 6enkoBbix doepmeHToB [20-23]. Mpu yBe-
nnyeHnn obbema M oTMeYeHO ModaBneHve akTUBHO-
ctu 6enka Opa, KOTopbIN 3aLlenavnBaeT KpUcTbl [24].

Takum obpasom, npu nepexoge S, B COCTOAHUE
F— Il, korma obbem M MakcMmanbHbIM, @ Macca u
NAOTHOCTb €ro MWHMMarbHbI, COo3dalTca uande-
CKMe yCrioBWsi Ansi CaMOMpOW3BONbHOMO BCMMbITUS
(M npeBpaluaetca B «nonnasok»). COOTBETCTBEHHO
npv nepexoae S, B coctosHue F— 1V, koraa o6bem M
MUHMMarbHbIN, @ Macca mMaTpukca 1 ero nroTHOCTb
MaKkcumarbHbl, MPY HEMNoCcpPeaCTBEHHOM BIIUSHUU
3eMHOW rpasmuTaLum, cosgarTcs usnyeckme ycno-
BUS AN caMonpou3BoribHoOro norpyxexus (M npe-
BpALLAETCH B «TPY3nNSIO»).

HamepeHbl paccMaTpuBaTtb CUCTEMY COMPSXKEHHON
perynaummn (CCP), o6bema (V) u cuctemy conpsixeH-
Homn perynsummn maccel (M) B kayectBe, obecnedyvsa-
IOLLMX BEPTUKAmNbHOE NepeaBukeHne MUTOXOHAPUN B
BOOHOM NpocTpaHcTBe, To ecTb CCP-V 1 CCP-M sens-
OTCS CaMbIM 3fIEMEHTaPHbLIM MEXaHW3MOM OMOKUHETU-
ku. MNpu yrny6brneHHOM aHanm3e MOXHO NpeanonoXuTb,
yto AT®-a3zHas aKTMBHOCTb BHYTPEHHEN MeMOpaHbl
MUTOXOHAPUN, B cuctemMe  MexmembpaHHoe
rnpocmpemeo — 8HYMpPEHHAS MembpaHa — Mampukc,
ABnsieTcs npaobpa3oM aKTOMMO3MHOBOW CUCTEMBI
COKpaLLEHMsT MbILLEYHbIX BOJIOKOH, B KOTOpbIX AT®asa,
B OTCYTCTBUW aKTWHa, obriagaer 3Ha4YMTenbHOM akTUB-
HOCTbHO MPU BbICOKMNX KOHLEHTpaLmsax Ca?*.

CKMoHsieMC K MHEHMWIO, KOTOpOe npeanonaraer,
4yTO M3MeHeHne obbema (CCP-V- «monnaBok») BKymne
C Kpuctanmusaumen docgara kanbumsa (CCP-M-
«rpy3urio») NO3BOMANO  MUTOXOHApUM Ooree 3
MUNNMapAOB MET Ha3as, B YCIOBUSAX 3€MHOW rpaBuTaumm,
OCYLLECTBNSATb BEPTMKaNbHOE NepemMeLleHne B BOGHOM
MPOCTPaHCTBE MUPOBOIO OKeaHa rae Yxe Oypruvn
«ByNbOH» HaPOXAAMLLENCS KU3HM.

HocTyn K 9Hepropecypcam, cOo3gatrownmcs npu
MUTOXOHOPEanbHOM  AblXaHWW, MOXeT oKasaTb-
CSl  KOHKYpPVPYHOLLMM Mpu  OBYX B3aUMOWCKIOYa-
towmx 3anpocax: 1 — no Bbipabotke AT® (F— 1) wu
2 - no nepeHocy katumoHoB (Ca?'...) B maTpuKc
M (F-IV) [14]. To ectb F- Il — nepexog S,, n F—
IV — nepexog S, ABNATCA (QYHKUMOHAMBHLIMU
COCTOSIHUSIMMU, KKOHKYPUPYHOLLUMM» 3a
3HEpPreTMYeCKUn pecypc, Co3aaBaeMblil TKAHEBbIM
abixaHnem.  Ocobbli  MHTEpeceH  BbI3blBaeeT
Bonpoc o ToMm, KAK ocywectensaerca «6anaHcy
3HepreTnyeckoro pacnpegenerdna n YEM YPEBATA
«pasbanaHcmpoBKay Mexay ABYMS, CONPSXKEHHbIMY B
TO-3X umkne M., Ho, B TO )Xe BPEMS, KOHKYPUPYHOLLMMU
PYHKLMOHANbHBIMN COCTOSTHUAMU:

1) Henpou3BonbHbLIM 3HAeproHuveckum (AG°>0)
npoueccoM  ¢GocopunmMpoBaHus,  3anycKatLimm
AT®-cuHTa3y, U, CUMHEPrMYHO COMPOBOXOAMLLNIACS
oxnaxpaeHuem (F— Il — nepexon S,);
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2) camonpoun3BorbHbIM 3k3eproHnyecknm (AG°<0)
npoueccoM oborpesa umtonnaamsl (F— IV — nepexog
S,), TO ecTb MoBbIWAOLWEro TeMnepaTypy BHELIHEN
cpenbl, OTHOCUTENBHO camon M.

WN3BecTHO, 4TO MaTpmkc M cnocobeH HakannmeaTtb
3HaUMTENbHOE KONMMYECTBO KarnbLmns, KOTOPbIN NOCTyna-
€T U3 uTonnasmMbl. 3TOT MEXaH13M 3amnyCcKaeTCs Npu ak-
TMBHOM AblxaHum M B cocTtosiHum F— Il, koTopoe MoXeT
GrnoKMpoBaTLCS Pa3oOLLUTENAMM OKUCTIUTENBHOTO POC-
hopUnMPOBaHNS 1 NPOYMMN MHIMBUTOpamu [16]. Opyru-
MW CroBamm NOCTYNIEHWE Kanbums B MaTpukc M npsmo
MPOMOPLMOHANBHO COMPSPKEHO C KONMYECTBOM MOITOo-
LLIaeMOoro KMCnopoaa U CKOPOCTLIO ero ytunusaumm [15,
16]. Mpwn 3TOM HENoCpPeaCTBEHHO NOHU3UPOBaHHbBIN Ca?*
akKyMyrnupyeTtcs B oopme BogopacTBOPUMOro AUrmapo-
¢poccpara kanbumusa — Ca(H,PO4),, Haxoaswerocs B T[-
OX LKKNe ConpspkeHHbIM C NII0X0 pacTBOPUMBbIM B BoAE
rmapocpocdatom kanbums — CaHPO,.

CocTosiHMe unMTonnasMaTnyecKkon cpeabl, SBMsio-
Lenca BHeLHeN No OTHOLWEHUIO K MaTpukcy M, mo-
XKET CMECTUTb paBHOBECKE TakuM 06pa3oM, YTO, Npu
COOTBETCTBYIOLLNX 3MEKTPO- XUMUYECKUX U TEPMO-
OVNHaMUYeCKMX YCMOBUSAX (JOMOMHUTENbHOE MOCTY-
nrneHne Kanbums B MaTPUKC NPY aKTUBHOM ObIXaHUK
M), rmopodpocdar kanbuna CaHPO, B mocnegyto-
wem cnocobeH TpaHcopmupoBaTbca B andocdar
kanbumsa — Ca,(PO4),, y kKoToporo cTeneHb pacTeopu-
MOCTU B Bofe KpanHe Huskas [12] (puc. 8).

Ca?*

H:POy- €— [Ca¥ (H:POy )2l — sodopacmeopuvas cots

Ca¥
HII[‘
Ca® +2Ca* - 4H*

]]POJ:-% (‘ﬁ[[POJ n E—————> (‘ﬂJ“ 04]} n— BOOOHEPACMEOPIMAR COMb
Jr ()
Ca* -2Ca¥ +4H*

Puc. 8. ConpsixeHHas TpaHcdopmauus kanbumin docdar-
HbIX conen B matpukce M.

Fig. 8. Conjugated transformation of calcium phosphate
salts in the matrix of M.

B pabote [25] npeacTtasneHo, 4to M obnaaatot crno-
COBHOCTBIO noaBepratbCst Gonblle — amnanTygHOMY
HabyxaHWto Npu OTKpPbITUKM CaZ* — 3aBUCUMON MemMBpaH-
HOW NPOTOHHOW NoMMbl. OGHapy>XeHO, YTO B 3aLLULLEH-
HbIX UuknocnopmHoM A + AP MUTOXOHOPUSX MOXKET
cekBecTpupoBaTbca novt B 20 pa3 6onblue docda-
Ta Kanbuys, YeM B KOHTPOSbHbLIX MUTOXOHAPUSIX. DTO
COMPOBOXAAETCHA 3HAYUTENBHBIM YBEMUYEHMEM OMTU-
YeCKOWM MIIOTHOCTW 3a CHET OTNOXEeHUs B MaTpukce M
NMNOTHLIX rpaHyn dhocdata kanbums. B noaresepxae-
HMM 9TOMY YKa3bIBaEeTCS Ha TO, YTO MUTOXOHAPMAarbHas
cuctema yctpaHeHus Ca?* 13 umMtonnasmbl UMEET 3Ha-
YeHue TOmNbKO MpU KpawHe BbICOKOM ypoBHe Ca?* [25].
Mpwu atom B MaTpukce M Ca?* MOXeT HakannmeaTbCs, U
3TUM NOATBEPXKOAETCA NPsIMast 3aBUCUMOCTb KarnbLie-
BOW eMKOCTM MaTpukca (calcium retention capacity) ot
CKOPOCTU ObIXaHUS MUTOXOHOpWN [24].

ABnasicb MONeKynsipHbIMK Tshxenosecamu B Npsi-
MOM U MEPEHOCHOM CMbICIIE COMNPSPKEHHbIE KOMMIIEK-
cbl CaHPO, — (BogoHepacTBOpVMbI BOCCTAHOBUTENb

— AoHop &) n Ca(H,PO,), — (BogopacTBopuMbIii OKM1C-
nuTenb — akuentop €), U3MEHSI CKOPOCTb MPOXOX-
AeHunst onpeaeneHHblX YHKUMOHamNbHbIX COCTOSHWUIA
M (F— IV, F— 1) B OKMCNIMTENbHO-BOCCTAHOBUTENBHbIX
npoueccax, npoTekaLwmnx B MUTOXOHAPUANBHON Cu-
cteme (MexxmeMbpaHHOe MPOCTPaHCTBO — BHYTPEH-
HAs MeMOpaHa — MaTpuKC) BNOMHE MOTYT BIMATb Ha
NMTOBMOMHYIO HanpaBnNeHHOCTb U CKOPOCTb KpucTan-
nusaunm docdaTos Kanbuus (Mr/cyT).

3aknioueHue

B >XMBbIX OpraHM3Max BaXXHOE 3HaYeHWe MMeeT
HarnpaeJsieHHoCmb U CKopocmb (PU3NOMNOrnMyeckmnx
PYKLMOHANbHbIX NEPEMEHHbIX, KOTOPbIE ONpeaensoT
HanmMume N BENnUYMHY NEPBUYHBIX (PU3NONOrNHECKNX
noTpebHOCTEN, UMEKLWMX CcorfacoBaHHble (conpsi-
XEHHbIE) KayeCTBEHHbIEe U KOMMYECTBEHHbIE MoKasa-
Tenu [26]. FoBOpsi KOHKPETHO M MO-CyLLECTBY, B MHO-
rOMEpPHOM MPOCTPaHCTBE PU3NONOTMYECKMNX DYHKLIN-
OHarbHbIX NEPEMEHHbIX CyLLEeCTBYET ModT PYyHKLMO-
HanbHocTn (JI®) — aT0 0bnacTb M3MeHeHus napame-
TPOB, Npeaenbl KOTOPON pacnpeaensoTcs no Mayccy u
ABMSOTCA ONTUMAanbHbIMWU ANS pexnma obuTaHus BO
BHelLHel cpefe. Boixon 3a npegensl JI® cnocobeTy-
toT TOA-OX apanTaunmoHHbIM U3BMEHEHUSIM B CAMOW MU-
TOXOHApEeanbHON cucTemMe, CTPEMSLLENCA K BO3Bpa-
LLIEHMIO B COCTOSIHUE TEPMO- AMHAMUYECKOTO «MOKOSI»,
npu atom M coBepLUaeT LMKNMYECKUiA NpoLecce.

Mexay xapakTepHbiMU (PYHKLMOHANbHBIMU CO-
ctosaHuamn TO-OX uukna MUTOXOHAPUU BbiOENEHbI
yeTblpe PyHKUMOHaNbHbIX coctosHus: F— 1, F—II, F—
I, F— IV, mexay KOTopbIMW OCYLLECTBISIOTCA YeTblpe
nepexopa: S, S, S, S,. TA-9X umkn MUTOXOHAPUN
npegcrasnseT cobomn HenpepbIBHYHO nocriegosartenb-
HOCTb NEepPexodoB MeXAy KBasncTaTU4eCcKMMmM COCTO-
SAHUSIMU, NPU KOTOPbIX LNKINNYECKM N3MEHSAIOTCH paB-
HOBECHbIE COCTOSIHUS, ABNSAsi COOOWM TUMMUYHYO Kore-
PEHTHYI YCTOMYMBOCTb HEPaBHOBECHBIX MPOLIECCOB
O KOTOpbIX BbicKasbiBancs W. MNpuroxuH.

lMpencTaBneHHbIV MaTepuarn, XoTs U ABNAETCS pe-
3ynbTaToM NMLb Ka4eCTBEHHbIX OLEHOK (C npubnu-
XKEHHbIM KONMMYECTBEHHbIM NpeacTaBneHnem), opn-
HaKO He MPOTUMBOPEYUT HU (PU3UKO-XUMUYECKOMY HU
hU3MONOrNYECKOMY CMbICITY U MOXET MPUBECTU K CU-
cTeMaTtusauun 3HaHunm o M, BbINOMHSIOLWEN BaXKHEN-
Wy GYHKUNIO B 3HepaemuyeckoM Memabosius-
Me opraHv3ama, HapyLleHUs KOTOPOro 3akOHOMEPHO
npuBOAAT K pasbanaHcMpoBke romeocrtasa (BOQHO-
3NEKTPOSIUTHONO, KMCIOTHO-OCHOBHOIO, OKUCIUTESb-
HO-BOCCTAHOBUTESNBHOrO...), Ha YTO BKMYMBLUNECSH
ajanTaunoHHbIe MeXaHW3Mbl MOTyT CTaTb MaToreHe-
TMYeckumMun daktopamm, CrnocoOCTBYHOLLMMK pa3Bu-
TUIO pacnpocTpaHeHHbIX 3aboneBaHuii (HedponUTU-
a3, OCTEOXOHAPO3, aTEPOCKNEPO3...).
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