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dx

E = ax — bxy

dy

9t = cxy —dy
a=1;b=0.5;

12X

Mopens Bonbreppa

IIpu X — max, CKOpOCTb
pocray dy/dt —max —

[Ipu y — max — CKOpOCTh
yobm x dx/dy - max




I IpenenbHbIN IIUKII
A

Ha ¢a30Boi INIOCKOCTH aBTOKOJI€OaHUSI

M300pakaroTCs B BUJE 3aMKHYTOW U30JIMPOBAHHOM
tpackropuu — IIPEJIEJIbHOI'O ILIMKIJIA



. IIpumep 1
J1J1s1 cucTeMBbl YpaBHEHU A

R )]
dt
d
% =—x+y[1-(x*+y°)],
OKpy>XKHOCTB

x2+y2:1

ABJEICTCA ITPCAC/IbHBIM ITNKJIOM



IIpumep 1
[TapameTpryeckue ypaBHECHHUS MPEACIbHOIO UKJIA
x=cos(t—1ty), y=sin(t—1t),

YpaBHEeHUs BCeX APYrux (Pa3zoBbIX TPACKTOPHUI

cos (1 —t) sin(f —t)

X = ) Y=
\/1 + o 2(110) \/1+ o, 20)

[Ipu C>0 (pa3oBbIC TPACKTOPUHN HAKPYUHUBAIOTCS Ha
MIPEACIIbHBIN [TUKJI U3HYTPH

IIpn -1<C<0 ¢a3oBbie TPACKTOPHUM HAKPYUHBAIOTCS Ha
PEACIIbHBINA [TUKJI CHAPYKHU



Y CTOMYHUBBIN IIPEACTIBHBIN [IHUKII

lIpedenvuvili yuxn Haszvleaemcs
YCMOUYUBLIM, €CllU CYUlecmeayem
makas obnacmv Ha ¢hazosou
NJIOCKOCMU, COO0epicausas 3mom

npeoebHbll YUK, —
OKDECMHOCMb &  4YMO  6Ce
Qazosvie mpaekmopuu,

HauuHarwuecs: 8 OKpPeCmHOCMU
E ACUMNMOMUYECKU Npu t — oo
NpUOIUNCAIOMCSL K NPedelbHOMY

UUKITY.

Y A




HeyCcTOnYnBBIN IPEACIIBHBIN [TUKII

Y A

Ecnu oice, naobopom, 6 nroboti
CKOMIb Y20OHO MAJOU
OKDPECMHOCMU & NPEOETIbHO20
UUKIAQ cyuiecmayem no KpauHeu
mepe 00Ha hazoeas
MpaeKmopus, He
NPUOTUICAIOUASICS K
npeodenbHOMY YUKIY Npu t — oo,
Mo Maxou npeodeibHblil YUK
HA3bl18AEMCsl HeYCMOUYUBBIM.

=V




[1omyyCTOWMYMBBIN IIPEAECABHBIN IIUKII

Takue NUKIIbI TAKKE VA
Ha3bIBAIOT
JIBOMHBIMU.
IIpn HEKOTOPOM
3HAUCHUU

rapaMeTpa OHH
PACHICIUIAIOTCA Ha
NBa, OJIUH U3
KOTOPBIX YCTOUYMUB,

a Ipyrou -
HEYCTONYUB

<V



Teopema 1

Teopemsl CylIECTBOBAHUS

npeacapbHoro mukia (1)

Ecnu cywecmeyem na gpazoeoii

NJIOCKOCMU HEKOMOPas \
3aMKHymas ob1acms, maKas, "l
ymo ece hazoenie
MpaeKkmopuu, nepecekanujue M
2PAHULy 3MmMou oo1acmu,
8X0051M 8 Hee, U GHYMPU MOl
obracmu Haxooumcs
Heycmouuusas ocooas mouka,
OMAUYHAsL Om cedld, mo 6
smou oonacmu 0063amenbHo
umeemcsi xoms Obi 0OUH
npeoebHblU YUK




Teopemsl CylIECTBOBAHUS
IpEeACIbHOro MUKJa (2)

Ilycmb na ¢azosou niockocmu
cywecmayem oonacme, u3
KOmopot ¢hazosvle mpaekmopuu
He 8bIX005M, U 8 KOMOPOU Hem
NOJLOJCEHULL PABHOBeECUSL (0COObIX
mouex). Tocoa 6 smot obnacmu
00513amelbHO CYyUulecmeayem
npeoeibHblU YUK, NpUudem 6ce
OCMajlbHble MPAEeKMopUuU
00513amellbHO HAMAMblBAIOMCS HA
He2o.

Teopema 2




Kpurepuu 0OTCyTCTBUS
3aMKHYTBIX TPAECKTOPUU

* 1. Eciin B cucteme He CyLIECTBYET OCOOBIX TOYEK, TO B HEM
HE MOKET OBITh ¥ 3aMKHYTBHIX (DA30BBIX TPACKTOPUH.

« 2. Ecnu B cucteMe CylIecTBYeT TOJBKO OJIHA 0C00ast TOUKa,
OTJIWYHAsA OT y31a, (PoKyca M [eHTpa (HampuMeEp, CEAJI0), TO
Takass CHCTeMa HE JOIyCKaeT 3aMKHYTBIX (ha30BbIX
TPAEKTOPUHU.

« 3. Eciu B cuCTeME HMEIOTCS TOJBKO IPOCThIE OCOOBIE
TOYKH, IpUYEM Yepe3 BCE TOYKH THUMOA y3€lI M (POKYC
OpPOXOASAT  MHTErpalibHbICE  KpHUBBIC,  yXOJISIIHE  Ha
OCCKOHEYHOCTh, TO B TaKOHW CHCTEME HET 3aMKHYTBIX
(ba30BBIX TPACKTOPHUH.



Y CTOMYUBOCTH HIPEICIIBHOIO
[IUKJIa

IIpegenbHbIN UK yCTOWUMB, eciu 1 < 0 M HEyCTONYMUB,
ecciu h > 0. Ecim xe h = (0, ypaBHEHHsSI IIEPBOIO
IPUOIMKCHUS HE PEIIaloT BOIpPoca 00 YCTOMYHMBOCTHU
IEPUOINYECKOIO IBUKCHHUS.

T
=~ [ 4PLLo(0), w(D]+ O} o), w(t)]}
0

x = o), y = y(f) — moboe IEepUOAUYECKOE pEIICHUE,
COOTBETCTBYIOIIEE pacCMaTpPHUBACMOMY MPEACIbHOMY IUKITY,
T — niepuoj peuieHus.



IIpenenbHbIE IIUKIIBEI BO3MOXKHBI
JIUIIb B CUCTEME, IIPABbIEC YaCTH
KOTOPOM IPEACTABIICHBI
HEJINMHEUHBbIMU (DYHKIITUSIMHU.



TO

KO B

SJIAE

bb

SUHBIX

CUCTEMAX

AIOT

. Biological system is far from the
\ thermodynamiec equilibrium
Open for matter and
energy fluxes

Kinetic model is NONLINEAR

Only in NONLINEAR SYSTEM
SELFORGANIZATION IN TIME:

1. selfoscillation
2. multistability
3. quasystochastiec regimes in deterministic systems

SELFORGANIZATION IN SPACE

1. autowaves

2. dissipative structures
(nonequilibrium stady distributions)

3. stochastic in space regimes



Poxnenue
IIPEICIIBHOTO
[MUKJIA.

budypkanus
AHIPOHOBA-

Xormda

d0epxapa Ppenepuk

AHIPOHOB AJIEKCAHJIP (I)eleI/IHi'lHIl X()H(l)

Anexcanaposu4 (1901-1952)

(1902-1983)

budypkanus BoepBble OblIa HccliegoBaHa A.A. AHIPOHOBBIM
(1937) nns cnywas N = 2 u ob6oOmena E. Xondom (1942) na
CUCTEMBI C TMPOU3BOJBHOM PasMEpPHOCTHIO. (AHIPOHOB A.A.,
Butt A.A., Xalikun C.9. Teopus konedbanuii. M., Hayka, 1981)



MopenbHasl cucTemMa MATKOro BO30Yy KICHUS

aBTOKOJICOaHUU

dr

—=r(c—1"),

dt

¥ M (p - HOJISIPHBIE

d(p KOOPAUHATHI
— = 2T.

dt

[Ipu yBenuueHuu mmapamerpa ¢ opu ¢ = 0 GoKyc Tepser
YCTOMYMBOCTDb Y POXKIAACTCA NPEACTbHBIN UK



CTranyoHapHBIC PEIICHUS

r(c—r*)=0.
. 71 — O

—9 _
23 C—r :O 7'23:

b

+Jc
IMeeT pealbHbIH CMBICT 50  —

OKpYy>XHOCTh pagnuyca C



Cynepkputnyeckas ondpypkanus AHIPOHOBA-
Xomda (MIrkoe Bo30yKICHHUE)

Heycroiiumbbiii okyc +
YCTONYUBBIN MPEACTbHBIN LMK

© © ©

paouyc t d]/'

npeoe1bHOO

YcroiuuBeiii GoKyC LlenTp

uxia —=7r(c—71%),




budypkanonHas auarpamMma JMHECHHOM
CUCTEMBI

a
o=—(a+d); A=

cd‘

Cedrio
Ay>0,A,<0

1’4

n

Yemodvussll y3ern
M<0,1;=0

Q Lenmp

dg

—=al+bn,

dt
dn

—=c& +dn.

dt

@)

Yemodivuenitl ¢hbokyc
Ar<0 A;#0

Hi

v

e
%y A'r= 0, 7\‘i:/:O

N\

AT

Heycmolivuesii y3ern
Ar>0, A;=0

-

Heycmodldueniii hokyc

IleHTp




MonaeapHasg cucTeMa KECTKOTO
BO30Yy KICHUS aBTOKOJICOAHMUM

dr C
— =r(=+r"=r"), r = 0,
dt 4 1
2 1/2
do P =—|1x(1+0)" |.
— =21 2
dt
IIpu ¢ = —1 poxpgaercss HEYCTOMYMBBLIM MPEACTBHBIN UK MaJIOH

AMILUTUTY/bl 1 YCTOMYUBBIU NPENECIbHBIN UK KOHEUHON aMILJIUTYIbI

[Ipu ¢ > —1 BTOpOE CTAIMOHAPHOE PEUIEHUE — YCTOWYMBBIN MPEACIbHBINA [IUKII.
[Ipu —1 < ¢ <0 Tpu cTaLIMOHAPHBIX pEIIEHUsI — TOYKA r=(, HEYCTOMYUBBIN
IIPEAENbHBII UK C AMIUTUTYI0H  , _ % -g+0],

[Tpu ¢>0 HEYCTOMYNBBIN NPEACIbHBIN [IUKII TPOMAIAECT



CyOKpUTHYECKAs

oudypxanus . .
AHIPOHOBA — YCTOquIBHH (?OKYC’ HeycToituusblii (okyc,
ol HCYCTOI/I‘II/IBVBII/I yCTOMYMBBI
IIPENCIBHBIN TIHKIL, IPEICTbHBIN ITUKIT
YCTOWYHMBBIMN
MIPEACITbHBIN TUKJI
YCTONMYHBBIN
dokyc
c<-1 -1<e<0 c=>0)
a ] 8
FA
& c L, f BetBp 7 =0
—=r(=+r - - y
dt (4 rrk L | N yCTOMYMBA NPU
i~ O06macTe «4€pHON IBIPBD»
N c<0mu
! \ !
| \ | <
2 1/2 v NI HEYCTOUYMBA
P =1x(1+c)"2, - Y
| | L, THpuc> 0.
-2 -1 0 1 2 ¢



bproccesarop

. Ipuroxun, P. JIeerp (1965)

1917-2003

[IpocTeiiiias peannu3anus KyOn4eCKou
HEJIMHEMHOCTU B XUMHUYECKOU PEAKIIUU

2X+Y > 3X

(TpUMOJIEKYJIApPHAS PEAKIIS)



Cxema peakuui bproccensaropa
(TPUMOJIEKYJISIpHAS PCAKIIHS




Cucrema ypaBHEHUU

Ecnu koHeuHbie IpoayKThl C U R ynansatoTcs U3
PEAKIIMOHHOIO IIPOCTPAHCTBA, a cyocTpar A
HaXoAMTCs B U30bITKE, k | =k ; =k ,= 0. IlycTs
TaKkxke k_, = 0. 3HaueHHs OCTaJbHBIX KOHCTAHT
MOJIOKUM PABHBIMU €IUHUIIE.

A>X
&y xly - (B+DX  2x+Y>3X

B+X=2>Y+C

X=2>R



bproccemsTop

da3oBbIi MOPTPET CHCTEMBI OproccensaTop npu B>1+A? (a) u B<1+A? (6).



Moneip TEMHOBBIX IIPOILIECCOB
dpoTOCHUHTE3A

J1.C.Uepnasckuit, H.M.YepHasckas, 1967
JI.H.benroctuna, I A.Kokuna, 1967

+ 0,
§) :
_ >
0, | 5 7
a

3aBUCUMOCTH IMOTJIOIIECHUS KUCIOPOAA U BBIICTICHUS YITICKUCIOTHI
3€JICHBIM JIMCTOM OT BPEMEHH. @ - TIPU TIEPUOANYECKOM OCBEIICHUH;
O - IPU HENIPEPHIBHOM OCBEIICHUU



YIpolleHHasa cxema
ukiIa KaisBuHa

Ceem O o = s
o _ 5|  (Ceemoeotl yuxi O,
ATD t JX AJ[D
CO, C, —— 2C, > 2C,

—>|  ocihocruyepuriosast - oughocgho-

(’ Kucaoma -7 <SAMUYEPUHO-

AJ[D 5 pudbynezoou- N e Te

d)ocd)am _-*"  HOoZcauyepuno8slil

pudY1E30 5,~q?")ocqf)am anvoe2uo

(;-_-:-'_':'_-__
AL® cj)py;cmgs’oc)ud)ocgbam

KpPaxmali



CucreMa ypaBHEHUN 1711 KOHLICHTPALIUU JIETKUX C; U
TSDKEJBIX C, CaXapoB

[Ipenmoiaranock, YTO NPUOBLIL TAXKEIBIX CaXapoB ¢,
MOYKET OCYIIECTBIISITHCA 3a CUET COCAUHECHUS JIBYX
JIETKKX C,. VIX yObUIb, TAaK JK€ KaK ¥ YOBLIb TSKEIIBIX
CaxapoB, MPOUCXOIUT B PE3YIBTATE
OMMOJIEKYJISIPHOTO B3aUMOACUCTBHUS TSAKEIBIX U
JIETKUX caxapoB. MIMeeTcs IPUTOK NPOAYKTA ¢, B

cepy peakumm.
dc,

. 2

dt

dc .
— 18163 — P,¢5¢ — Pice



Cucrema ypaBHEHUM TEMHOBBIX
IPOLIECCOB (DOTOCUHTE3A B
O0e3pa3MEpHBIX EPEMEHHBIX

Jlerkue dx 2

caxapac, —— — X — 1 — Xy +
” A=7)xy+y

Tsaxemnbie dy 1

——g(7x"—y° —6x
i ( y %

caxapa ¢



da3oBbIe MOPTPETHI 111 KOJICOAHUN
B 1IMKJie KajpbBHHA

=Y
=Y

5<8(1 7) g>7(1 ’)



Kose0anus B IriIUKOJIN3E

Axmueayus
\)
[In] > O6DO— DJID —
x) O
ax X Y
dr (K, +x) (K, +¥)
dy X b b

dt 7 (K, +x) (K,, +y) (K,;y +)



t’

YpaBHEHUS ITUKOIU3A

dx X %

— — )= v

dt (K, +x) (K, +))

y_, y Y

a = (K,+x)(K,+y) (K, +))

3aMeHa IIEPEMECHHBIX

Ly kK,
K K _(qg-k)’

mx > my

' xyK’

X

K K (q-k)

mz = my

my ’




be3pasMepHbIe YpaBHEHUA
TJIMKOJIN3a

O6D




da30BkIC TOPTPETHI U KUHETUKA
Y cTonumBEeI€ y3el U (DOKYC

=V

=V

~V

Mogenp rukonu3za (8.10).
KuHeTtnka nsMeHeHun
KOHIICHTPALIUN
bpykT030-6-pocdara (x) u
dbpykro3zoaudocdara (y)
(cipaBa) u (ha30BbIN TOPTPET
CUCTEMBI (CIIeBa) IIPU Pa3HbIX
3HAUCHUSAX MapaMeTPOB
CHUCTEMBI, a —
0ecKoJie0aTeIbHBIN MPOIIECC
(y3ei Ha (pa30BOM MIOCKOCTH),
a=0.25; r=1. 6 — 3aryxaroiiue
Kosie0aHus (YyCTOMUUBBIA (DOKYC

Ha (p)a30BOM IIJIOCKOCTH),
o=0.25;r=0.2.



IIpenenbHbIE
IIUKJIbI B
TJIMKOJIN3E

8 — KOJIeOaHus C
IMOCTOSIHHOW aMIUIUTYIOU U
(a3oi (mpeaeIbHBIN ITUKIT
Ha ()a30BOM INIOCKOCTH),
oa=6r=0.24.2—
pellakCallMOHHbIC KOJeOaHMs
C MOCTOAHHOU aMILIUTYI0N
1 (pazon (MpeaeIbHbIN UK
MIOYTHU TPEYTOJIBHOU (hOPMBI

Ha ()a30BOM INIOCKOCTH ),
a=38;r=0.5.




BHYTpHUKIETOYHBIE KOJICOAHUS KAIBIYS

Ca 27

CxeMa IpOoIEeCcCOB, MPUBOIAIIMX K BHYTPHUKIIETOYHBIM
koneOanusiM  kanbluss (Dupont, Goldbeter, 1983).
[P, - penentop, CTUMYIUPYIOIINNA KOJICOaHUs



CucreMa ypaBHCHUM
JUTS KOJIEOAHUI
KaJIbIIMs

[Dupont and Goldbetter (1989, 1994)]. PaccmarpuBaroTcs OPUTOK U OTTOK
KaJbLMS B KJIETKY 4epe3 IIa3MaTHIeCKy0 MeMOpaHy (KOHCTaHThI CKOPOCTEH
vV, H V,, COOTBETCTBEHHO); I'OPMOHAJIbHO AKTHMBMPYEMOE OCBOOOKICHHE
KalblUsi K3 IylJa (CKOPOCTb V,); AKTUBHBIA TPAHCIOPT IUTO30JIHOTO
Kanblus B Iyl, (Vv,), OCBOOOXKIEHHE KalbliUd W3 IIyla, aKTUBHPYEMOE
IIUTO30JbHBIM KaJblMEM (V.); CBOOONHBIM OTTOK KalblUsd U3 IIyJa B
IIUTO301b (V). Monenb coCTouT U3 ABYX MU (GEpEeHINANbHBIX yPaBHEHUH

S1 — koHneHTpanusa Ca B UTO30J1€; S2 — B TapMOHAJIBHO YyBCTBUTEIILHOM MYJIE

dSl BeipaxxeHus 111 CKOpOCTEN:

dS _k SlenH o
dl‘2 =V, — Vs — Vg Vs ; O k6S2

o nH nH ?
KO..5 + Sl



Kinetics the oscillations of Ca2+ in cytosol and in the store according to the model. Values of

parameters: , k2 = 1; k4 = 2; ks = 1; k6 = 0.0l; nH = 4; K0_5 =3.1
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[Ipu OoJIbIIIEN CKOPOCTH NPUTOKA KOJICOAHHUS
IPUOJIMKAIOTCSA K TApMOHUYECKUM

30
28 4
26 — Caé;
24 4 Ca@;
22 ]
20 ] o8 4
bE] _- 24—-

16

T T T
0 20 40 &0 20 100 120 140 180 120 200 I



Bormpockhl

* [IpuBeaure npuMephl KOJIeOaTEIbHBIX
IIPOLIECCOB B KMBBIX CHUCTEMAX

» Kakwne KoJicOaTenbHbIE IIPOLIECCHI
IIPUCYTCTBYIOT B CUCTEME, KOTOPYIO BEI
n3ydaere (xorenan Obl n3ydath). Kakue y
HUX XapaKTEPHBIC IEPUO U aMILIATYyaa?



