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(ITpedcmasaeno waenom-xopecnondenmom HAH Yipainu €. @. Beneepom)

Poszasndacmoca enaus ionie Ca*t na NPOUEC 2eHEPAULL CUAY 8 AKMUH-MIO3UHOBOMY KOMNAE-
KCi. 3anpononosano 08 HE3AAENHCHT MOJENT MOHCAUBO20 36 A3KY MINHC 3MIHON0 KOHUERMPAULT
ionie Ca’T i curosum eidzykom na w0 3Miny, NoGYIOBANT 3 BUKOPUCTIAHHAM MeMOodie Meopii
UMOBIPHOCME MG PiduwHOT KIHEMUKU.

CKOpOUEHHSI CKEJIETHOI'O M's138 € CKJIQJHUM KJITHHHUM IIPOIECOM, Y PETYJISIl SIKOTO 3aIisTHUM
NI psi, KOMIIOHEHTIB. [Hillioe CKOpOUeHHsT HEPBOBUI IMITYJIbC, BHACIIIOK YOTO BiIOyBaeThCA
3BLJIbHEHHS 10HIB KAJIBITIIO (Ca2+) 3 MUCTEPH CAPKOILIA3MATUIHOIO PETUKY/IyMa. loHm Ca’t 3p's-
3YIOThCsI 3 peryJsitTopHuMu KaJibliificnenudivanvu tearpavu Tpononiny C (TnC), ski 3naxo-
naTbest B N-7oMeHi MOJIEKY U, 1 TAKUM YMHOM T'€HEePYIOTh CKOPOUEHHsI CKeJIETHOrO M st3a. Bma-
JKAETHCs, 110 TPOHOHIHOBUIT KOMIUIEKC [1] mepesae KasblieBuil curaas Ha iHm GLIKM TOHKOIO
dimamenTa 3a paxyHOK CHJIBHOL Ca’*-zanexuoi Bzaemonii mizk TnC i TpononinoM [. Ha crbo-
rofHi BimoMa nepBuHHA CcTpyKTypa TnC ckejeTHHX M’si3iB KiJIbKOX BHJIB CCABIB, IITaxiB i Je-
sKux 6e3xpeberHux [2]. Busnaueno takoxk pos3rairyBaHHs 1 KiJIbKICTh Ca2+—313’513y10tmx IEHTPIB
y moutekysi TnC B ckenernux m'sizax |1, 3]: ix yeboro worupu. [TpoBesieni uncesibHi po3paxyHKu
koHcTanTu 38's3ysanns ionis Ca’t 3 TnC mokasyiors [3, 4], mo 3 mux YoTHPLOX HEHTPIB JBa
noctifino 38’s3ani 3 iomamu Ca?T i e nsa (I ra II) € perynsitopaumu. Bisbine roro, Ha oxun
ion Ca?" mpunamae 6ausbpko 10 moexysn TnC [4], To6r0 Mae micue “nedimur”’ ionis Ca™. Or-
JKe, MOYKHa, TPUITYCTUTH, IO 10HU Ca’t, Baaemositoun 3 peryasropaumu mearpamu 1 i II TnC
CKEJIETHOI'O M §13a, CJIy2KaTh JIAIIE TUM ‘‘CIIyCKOBUM TI'adkoM’, sIKMi BUKJIUKAE IIOHAJIBIIE M’ SI30BE
CKOPOYEHHsI. 3PO3yMiJIo, IO MpsiMa eKCIIEpUMEHTAIbHA IePeBipKa IIbOro (DakTy € HaJA3BUIaiiHO
BasKKHMM 3aBIaHHAM. ToMy Mu moctaBuin cobi 3a MeTy BH3HAYUTH (PYHKIOHAJILHY POJIb CIIe-
undiunnx Ca?T-38’s3y10unx HEHTPIB (I a II) TnC y mekax 3allpOIIOHOBAHUX CTOXACTUIHOI Ta
KIHEeTUIHOI Mojesell, fKi ONMCYIOTh MOOINHOKE CKOPOYEHHS 130/Ib0BAHOTO CKE/IETHOTO M sI3a 33
130METPUYHUX YMOB, 1[0 CIIOCTEPIrAEThCsl B KJIACUIHUX €KCIEPUMEHTax [5).

CroxacTudyHa Mozeb. B3aeMoisa 1BOX OCHOBHUX CKOPOT/IUBHUX OLIKIB — aKTHHY 1 Mio3n-
Hy — MOKJmBa 3a ymosu, kosu jsa (I ta II) Ca?t-3p’azyioui nentpu y TnC 38’s3ami 3 ioHa-
vu Ca??. Tlosnaunmo qepe3 p IMOBIPHICTD TOTO, IO KOXKEH OKPEMO IEHTP He3aJIe2KHO BiJl iHIIIOTO
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3B’si3aHUl 3 10HOM Ca2+, a 4epe3 ¢ = 1 — p, HaBIaKu, — IMOBIPHICTBH TOT'O, IO KOXKEH OKPEMO
3 IUX [EeHTPIB He 3B’si3aHUil 3 10HOM Ca’t. Vv IIBOMY BUIIQJIKy HMOBIpHICTH TOTO, IO IIi JIBa
nenrpu y TnC 38’sxyThes 3 ionamn Ca?t Moxe Gyru BEpazkena Tak:

W =p? (1)

Busunmo gunamiky dyskmil p(t), sika 0o cyTi Bu3HaYae KiHETHKY COPOII 10HIB Ca’* ua
peryastopsi meaTpu TnC:
dp

%Z—ap+ﬂq=—(a+ﬁ)p+ﬁ, (2)

ge a > 016 >0 — mBuakocti gecopbuil Ta agcopOIil i0HIB Ca®* ma TnC BiIIIOBITHO.
Posp’si3koM fudpepeHIiaabHOro piBHSIHHS IIEPIIOro MOPsIKY (2) 3 ypaxyBaHHSIM II0YaTKOBOI
ymoBu p(0) = 0 e dyukiis

B
a+p

p(t) = [1—e o, (3)

[Tpumnyckatoun, 1o cusia ckopodeHHst M'si3a F'(t) mponopriiitaa, 3 ogHOro 60Ky, iMOBIpHOCTI

TOrO, MO CrHimbHA mig apox iomis Ca’’ ma “cryckosmit ratox” — TnC — aKTHBYE CKOPOUCHH:T
akToMio3uHOBOro KoMmiuiekcy (Bupasu (1) 1 (3)), a 3 inmoro — imoBipHOCTI

g —(atB)t
—1l—p=1-——"_|11-
q P a+ﬁ[ e I,

[IOB SI3aHiil 3 MOXKJIMBAM BiITOKOM 10HIB Ca’t xoua 6 3 OJTHOTO TIEHTPY, BHACIIJOK 9OT0 aKTOMIO-
3MHOBUII KOMIUIEKC He “npaifoe” (Cujia CKOPOYEHHsI IOPIBHIOE HYJIIO), MOYKHA 3aIUCATH

= PP LB ety | (] _ (082
F(lt)_F(aer2 <1 a+ﬂ(1 + ))(1 T2, (4)

Hesinomi kinernuni napamerpu F', o i 3, mo birypytors y Bupasi (4), 11oB’si3ani Mizk o600
HaBEIEHIMH HUKY€ TPAHCIECHICHTHUME aJIreOpaldIHiIMI PIBHIHHSAMHE, SIKi € HAC/IIKOM 1CHYBaHHSI
ekcrpemymy dyukuii F(t) [5]:

dF(t) 1 34 _ o7
= max — l 3 F - _Fmaxa
@ VT atp n<ﬁ—2a> 1 (5)

npuaoMy 3aBxan 3 > 2q, 1m0 1 3po3yMiio 3 Bi3uIHNX MIPKYBaHb: IIBUIKICTH ajcopodiiil ioHIB
Ca?t nma TnC nosummna [IEPEBUIIYBATH IIBUIKICTL JecopOItil 1ux i0HIB i, HABIAKM, TPUBAJICTH
necopbii iomis Ca?t ma TnC (1/a) nopuuma mepesmmyBaTh Uac ajgcopouii mux ionis (1/4).

Bemuannu tay (Iac, 3a KWt cujta CKOPOYEHHs M 5138, JTOCATAE CBOIO MAKCHMAJIBLHOTO 3HAYECH-
Hs1) 1 Fipax (MakcumajibHe 3HAUEHHsI CUJIM CKOPOYEHHs M’s13a) BU3HAYAIOTHCS 3 eKcrepuMenty [5].
Hampukiam, Bijgomo, mo 1t Gpa3HuX CKeJEeTHO-M SI30BUX BOJIOKOH tax < 0,1 ¢, i Tomy maemo
e OJIHE JIOATKOBE CIIBBIIHOIIEHHS JJIsi OIIHKN KiHETUYHMX IapaMerpiB « i (:

! 33
tmax = a+ﬂln<ﬂ_2a> <0,1. (6)
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Puc. 1. PospaxoBana 3a ¢hopmysioo (7) cuiia CKOPOUEHHS CKEJIETHOro M’s13a (Ha OJMHUIO0 MAKCHUMAJIBHOI aMILIi-
. . —1 .

Tyau) sk dynkmis gacy 3a dikcoBanoro 3nadenus mapamerpa = 100 ¢ (1/8 = 10 mc [7]) Ta pisHux 3HaYeHD

KIHETHYHOIO IIapamMeTpa o

ACaTCaM

F 11
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Puc. 2. Cxema B3aeMoil JIBOX 10HIB KaJIbIliI0 3 AKTUH-MIO3UHOBUM KOMILJIEKCOM

Orxe, mykana QyHKIIOHATBHA 3a1eKHICTD F(t)/Fihax BU3HAYAETHCS TAK:

Fit) 21 @ 3 (ass) .
Fmax_zm<l_a+ﬁ(l_e - t))(l_e + t) . (7)

Ha puc. 1 maBeaeni Teoperndano po3paxosati 3a dhopmyroo (7) dyHKIioHATBHI 3aI€KHOCTI
F(t)/Fpax 3a dikcopanoro smadenns msuakocti agcopbmii ionis Ca®T ma TnC (mapamerp ()
Ta 3a PI3HEX 3HaueHb mBUAKOCTI gecopbuii ionis Ca?t ma TnC (mapamerp «). gk Gaunmo, 3i
30L/IBIIIEHHSIM BEJIMUMHA (¢ 30UIBIIYETHCS 3HAYEHHS YaCY fmax 1 KPUBI 3MIMIYIOTBCS TPABOPY Y.
Ba kpurugHoro cuiesigHomensst § = 2a (o = 50 c_l) KpUBa MaKCUMyMy He Ma€, a BUXOIUTHb
Ha ILJIaTO.

Kinernyna mozens. 7k Bijomo, GeskasbliieBa aiisHKa akTuHy Ta Tporomiosuny (ATM)
IIpU TpUETHAHHI JIBOX 10HIB Ca?*t [IePEXOUTh y KOH(MOPMAIIIO, 3JaTHY PO3BUBATH 3YCUJLIA
(ACaTCaM). Moxkna npuirycTuTH, 1o Iei nepexij BiaOyBaeTbCsl IBOMa MOXKJIMBUMHE IILIsSXa-
M (puc. 2) Yepe3 HPUETHAHHS CIIOYATKY OJHOrO 10HA KaJbI[IO0 MiK aKTHHOM Ta TPOIOMIO3MHOM
(ACaTM) abo mixk tpononinoMm Tta miosuHoMm (ATCaM) (3a anasoriero momo kinernku ep-
MEHTATUBHUX PeakIliil 3 ypaxyBaHHsIM KOOIlepATUBHUX BiacTuBocteil pepmentis [6]). Takox mMu
[IPUIIYCKAEMO, IO B IIPOIECI POSBUTKY 3YCHJLIS I JBa 10HW BHUBLIBHSIIOTHCS — I[OMY IIPOIIECY
BiJIIOBiTa€ CTpLJIKA 3ropu AOHU3Y. YCIM BHUINE3TaJaHUM IIPOIECAM BiIIIOBIIAIOTH MBUIKOCTI k1,
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ko, k3, a 3BOpOTHUM IIpoIlecaM — MIBUIKOCTI 31 3HAKOM MiHyC B iHJeKci, Hanpukiald k_i. Bea-
JKAEMO, IO B IEPIIIOMY HAOJIMKEHHI JIJIsi CIPOIIEHHS PO3PaXyHKIB 3BOPOTHUMU IIBUJIKOCTIMU
MOXKH& 3HEXTyBaTH 1 mokJactu k_1 = k_o = 0.

[Tozmayumo rycruny ioHis Cat y TOYIl Ha BIJACTaHI T BiJ TOYKH BUKUIY 1OHIB Ca?" i3
capKoOILIa3MaTHIHOrO peTukyayMa depes C(t,x), a Bianosinui kornenrparii ATM — Fyo(t, x),
ACaTM — Fio(t,z), ATCaM — Fpi(t,z) i ACaTCaM — Fiy(t,z). Y nmo4aTkoBUil MOMEHT 4acy
nokianemo Fop(0,2) = Fi9(0,z) = F11(0,2) = 0, Fyo(0,2) = Fy ta C(0,2) = Coe (TyT Mun
[IPUITYCKAEMO, II0 B IMOYATKOBUII MOMEHT Yacy 3a PaxXyHOK 3BLIBHEHUX i3 CapKOILIA3MATUIHOTO
PETUKYJIyMa 10HIB Ca’t cTBOPEHO JyKe By3bkuil (v = 100) raycciebkuii mpodinb KoHIEHTparii
3 MakcuMyMoM y rouri ix Bukuay & = 0). Tosi, BpaxoByioun cxemy, 300parkeHy Ha PUC. 2, JIETKO
oTpuMaTu audepeHIiaabai PIBHAHHS HA III BEJIMUUHU:

Fyo = ksF11 — 2k1 Foo C, Fy = k1 FooC — ko Fi C,

(8)
C' = 2ksF11 — k‘lFQ()C — ngmC — k‘QFlQC.

Ockinpkn y movarkoBuit MomenT 1dacy Fp1(0,x) = Fio(0,2) i piBusinas (quB. puc. 2) cumer-
puaHi BimHocHO TIepectanoBKH iHmexciB 01 «<» 10, To 1g cumerpis 36epiraeTbes i it Oy Ib-IKO-
ro momenty uacy: Fpi(t,z) = Fio(t,z). le mossossie He 3anmucyBaTd PIBHSHHS JIJisl BEJUYUHU
Fio(t,z). Takoxk sierko Gaumru, mo Foo(t,x) + Fio(t,x) + For(t,z) + Fi1(t,z) = Fo, 3Biaku
Fi1(t,x) = Fy — Fyo(t,x) — 2Fp1(t, x). 3Baxkaouu Ha CKazaHe, OTPUMYEMO CHCTEMY DIBHSHBb

Fyy = k3(Fy — Foo — 2Fo1) — 2k1 FpoC, Foo(0,z) = Fy,
Fyy = ki FooC — ko FnC,  Fpn(0,2) =0, 9)
Cl = 2]€3(F0 - F()O - 2F01) - 2]€1F0()C - 2]€2F010, C(O,m) = C()e_axz.

Takoxk Bpaxyemo, IO 10HH KaJbIiI0 MOXKYTb qudyHIyBaTH y310BK M’siza [7]. st nporo
B piBHsiHHL i Besmmuunn C(t, 2) monumemo nudysiiiHuii 101aHOK Dd*C (t,x)/ ox%, ne D —
koedinient audysii I0HIB KAIbIi0 y3/I0BK M’s130BOro BoJIOKHA. [licss mporo cucrema piBHsHb (9)
HaOyJle TAKOTO BUIJISIY:

0
—tFoo(t,JL") = k3(Fo — Foo(t, ) — 2Fo1(t,x)) — 2k1 Foo(t, #)C(t, ),

0
Foo(0,z) = Fo,
%Fm(t,a:) = k1 Foo(t,z)C(t,x) — kaFp1(t, 2)C(t, z),
Fp1(0,2) =0, (10)
%C’(t, x) = 2k3(Fy — Foo(t, z) — 2Fp (t, ) — 2k1 Foo(t, 2)C(t, ) —
— 2ko Fp1 (t,x)C(t,x) + D%,

C0,x) = Coe ",

[Tpunyckaroun mepioAUIHICTD yCiX HEBIIOMHUX KOHIEHTpAIll 3a TOBXKUHOIO disamenTta L,
a came C(t,—L) = C(t,L), Foo(t,—L) = Fyo(t,L), Foi(t,—L) = Foi(t, L), maemo 3amaay Ko-
1M1, SIKY PO3B’SI3yEMO IHCEIBHO 33 JOITOMOTOIO IIPOrpaMu, HAIMCAHOIO 1 nakera “‘Mathematica’.
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Puc. 3. ®(7)/K gax dbyukuil yacy T 3a pisHuX 3Ha4eHb napamerpis a. lumi napamerpu dikcosani: co = 6, f = 2,
d=1

VY pospaxynkax mokjauaeMmo L = 1, To6To Oy1eMo IIpaIfoBaTH B CUCTEMI OJIMHUIIb, Jie TOBYKUHA BU-
MIPIOETBCS y TOBXKIHAX (bimamenTa. Ajte epe UM IT0 3a/1a49y CIIOYATKY BAPTO JIEIIO0 CITPOCTUTH
IsixoM 06e3po3mipentst 3minaux. lepeiigemo mo 6e3po3mipHOl KOHIEHTpAIIIT Ta 6e3pO3MipHOTO
qacy: ¢ = C/y, fo = Foo/e, f1 = Foi/e, [ = Fo/e, T = t/0, ne Bemuuunu @, § obepemo Taxk,
o6 cupocrurn pisastaust: 6 = 1/ks, ¢ = ks/k1. Toni piBusinust (10) HaOy Ly Th BUIJISLY

9 f(ra) = f — folr.2) — 2fi(r ) — 2fo(r 2)e(rz).  fol0,2) = f,

or
§f1(77$) = fo(T,iL‘)C(T,iL‘) - af1(7,$)0(7',$), f1(0733) = 07
" (1)
2C T
9 ) =2~ ol ) -2 () -2 )l )20y (7, 2)e(r, ) d oy,

c(0,x) = cpe”

Tyt a = ky/k1, d = D/ks. dx 6aunmo, sIKio He BpaxoByBaTH po3Tsr rpadika Mo 0csX dacy Ta
KOHIeHTpaIli1, popMa rpadikiB BU3HAYAETHCS JIUIINE JBOMA MMapaMeTpaMu — a, d.

Cuty, SIKy pO3BHBAE M’$13, MU PO3PAXOBYBAJN SIK IHTErPATbHE 3yCUJLIsI, TOOTO CyMa 3yCHJIb,
[0 PO3BUMBAIOTLCSI B KOXKHIN TOUIl pijlaMeHTa, MPUITYCKAIOYH, IO JIOKAJIbHE 3YCUJIA TPOIOp-
niitee rycruni ACaTCaM — Fyq(t,x). Toui cymapue 3ycusuist Gy/ie IporopIiiiiHe iHTerpaty Bif

L

niei rycrunn: O(7) = K f f1(7,x)dx. PesyabraTu po3paxyHKy 3a Ii€i0 (DOPMYJIOI0, a came CHJIH,
—L
nojisieHol Ha Koedinient nponopuiitnocti ®(7)/K, sk dyHKIT yacy T, HaBeJeH] Ha puc. 3.

Ak Gaummo, 31 30LIBIIEHHSIM ITapaMeTpa ¢ 3pOCTae 3HAYCHHS MAKCUMAJIbHOI cuau. 3i 301/1b-
meHHsAM KoedirienTa audysil MakcUMabHa CUJIa, sIKy PO3BUBAE CapPKOMED, 3MEHIIYETHCH, K
i "ac, 3a SKuUil BOHA JOCATAEThCHA. BB 30i7bIeHHS KOHCTAHT ki Ta k3 Mae Takwil camwuii
edexT. [Ipu 36imbImenni KoncranTu ko 3pOCTaE MaKCUMAaJIbHE 3HAYEHHS CUJIM, & YAC, IPU STKOMY
Ile 3HAUEHHS JOCITAEThCS, Maike He 3MIHIOETHCS.

Ha puc. 4 naBesieno npoctopoBy (B370BK (dinamenTa) 3anexkuicts Koumerrparii ACaTCaM —
Fi1(t,z) y pizni MmomenTn dacy. Jk 6a4nmMo, CIIOUATKY CIIOCTEPIra€ThCsl 3POCTAHHS 11 MAKCUMAJIb-
HOTO 3HAYEHHsI B HYJI, & IOTIM IIOCTYIIOBE CIIAIAHHS.

Otxke, y paMKax 3alpONOHOBAHUX JIBOX HE3aJIEXKHHUX IIIXOAIB (CTOXaCTHYHA Ta KiHETHIHA
Mojiesii) IO y9acTi 10HiB Ca’t i HAJIMOJIEKYJISIPDHOTO OLJTIKOBOI'O KOMILIEKCY aKTHHOBOTO (ijra-
MEHTa B IIPOIIECi 3aIlyCKy M’ S30BOI'O CKOPOYEHHS BJIAJIOCH JOCUTH J100pe SKICHO OIUCATH MOOMH-
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Puc. 4. 3anexuicrs F11(7,x)/¢ Big x mua pisuux momentis gacy 7: a — 0,1; 0,2; 0,3; 0,4; 6 — 0,5; 1,0; 1,5; 2,0;
2,5; 3,0

HOKE CKOPOYEHHSI i30IbOBAHOTO CKEJETHOTO M’si3a 33 I30METPUIHUX YMOB, sIK€ CIIOCTEPIraeThCs
B KJIaCHIHUX eKcrepuMenTax [5]. Orpumani ducebHi OMIHKY JIJIsT TAPDAMETPIB 3aCTOCOBAHUX MO-
JeJieil, siKi XapaKTepu3yIoTh KIHeTUKY acoliallil Ta Aucorianii akToMiO3MHOBOIO KOMILIEKCY (CTO-
XaCTUYHA MOJIE/Ib) Ta BUSHAYAIOTH CIIBBIHOIIEHHS] MiK KOHCTAHTAME BiIOBITHUX IBUIKOCTEM
peakil Ta koedirienra audysil i0HIB Kaubllio (KiHeTHYHA MOJIEJb), Ge31ePeTHO MOXKYTh CTAHO-
BUTHU iHTEpEeC IJId eKCIIEPUMEHTATOPIB.
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0O.V. Ogloblya, A. M. Shut, Yu.I. Prylutskyy

Models of the Ca®t-dependent regulation of the skeletal muscle
contraction

The influence of Ca*t ions on the process of force generation in the actin-myosin complez is
ezamined. Two independent models of a possible connection between a change in the ion Ca*
concentration and the force response on this change are constructed with the use of the methods
of probability theory and physical kinetics.

ISSN 1025-6415  Jlonoeidi Hauionaavroi axademii nayx Yrpainu, 2009, Ne3 187



