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PACMNPEOENEHHbLIE CUCTEMbI . |

YpaBHeHne guddoysun
2

o¢ — D 9°C " 2.1 3akon duka

ot or?

YpaBHeHNa peakunn-gudodoysumn

o¢ D 0°C F(r,t F(r,t) — PyHKUNA UICTOYHMKA
—_— = I , r,r) —
ot Doz tHmY)




PACMNPEOENEHHbLIE CUCTEMbI . |

PelleHne ogHOpOQHOro ypaBHEHNS
MeToa pasgeneHnsa nepeMeHHbIX

0C 0%C HauanbHoe ycrioBue: [paHuyHbIe YCroBUS:

— =D _ €0,t) = 0

ot 012 C(r,0) = o(r) CLE) = 0
PeLueHue:

- _(Tny? n
C(r,t) = ZAne ( l ) ot sinTr
n=1



PACMPEOENEHHBLIE CUCTEMbI . |
CamoopraHmsaums — ynopsiiodmBaHne n passmtme CUCTEMbI
6e3 BHeLUHEero ynpasneHns Unmnm KOHTPONS.

AKTUBHas cpega — OTKpbITaad TEpMOANHAMMYECKAs CUCTEMA, B
KOTOPOW CYLLIECTBYET pacnpeaeneHHbi MICTOMHUK SHeprnm

Tunbl NPOCTPAHCTBEHHO-BPEMEHHOIO NMOBEAEHUS:
aBTOBOJHbI, ..., AUCCUNATUBHbIE CTPYKTYpbI. ..



Moaenu ¢ aBTOBOSTHOBbIMU PeLLEHNUAMMU

Moderb pacripocmpaHeHUs 0x 0°x
—=P(x,y)+D—

ambpo3uesoz0 riucmoeda ot ) 572
dy

7

\\

BonHa noeoHu u beecmea

E — Q(x’y)

Modernb QumuXbkro-Hazymo

PacrnipocmpaHeHue membpaHHO20 rnomeHuyuara
8 8036yOUMBbIX MKaHSX

8 Moderiu XULWHUK-Xepmea [oanoporosoe
BO3AencTene Hagnoporosoe
7,y t=1>0 BO34EeNCTBUE
é’ Nz /\Y t> U
N ﬂ

™ 3

MpocTpaHcTBeHHas KoopauHaTa
r




CamoopraHusaums B NpOCTPaHCTBE

ABTOBOSTHOBbIE PELLEHVS [ccunaTyBHblE CTPYKTYPbI
Al 92 0x 0%x
_ — =P
8t_P(x y)+D0r2 37 (x, y)+D0r2
dy dy L pdY 0%y
—_— ———



AnaH TbropUHT

«MawwwuHa TetopuHra» — abCTpakTHOE BbIYUCIIUTENBHOE
ycTpoucteo (1936)

KpuntoaHanua, B3fioMm HemeLKkoro koga Enigma (1941-1945)
Y4yacTue B co3gaHum nepBoro 3fIeKTPOHHOIo KOMMbOTEPa B
MaHuecTepe (1948 -)

TecT TblOpUHra — oLleHKa NCKYCCTBEHHOIO MHTEseKTa
kKomnbtoTepa (1950)

CTpyKTYypbl TblOpUHra — BO3HUKHOBEHWE CTPYKTYP U3

Alan Mathison Turing

rOMOreHHOro 04HOPOAHOIO0 COCTOAHUA (MopdhoreHes) (1912-1954)
Mpemusi TbtopyHra — camas A.Turing. The chemical
basis of morphogenesis.
NpecCTnxXHad B MUMpe Harpaga B 1952 Phyl. Trans. Roy. Soc.

obnacTn MHPopMaTUKK (London) v.237, p. 37-72




CamoopraHu3auma B npoCTPaHCTBE:
0Opa3oBaHME CTPYKTYP

LuccunamueHbkie cmpyKmypabl

U (T

YcrnoBmem BO3HMKHOBEHUSA
NPOCTPaAHCTBEHHO-BPEMEHHbIX ) :
CTPYKTYpP ABNAETCA HEYyCTONYMNBOCTb 2 |
COCTOSIHUS,, FOMOFEHHOIO B :Jé)\@ :
NPOCTPaHCTBE U CTaLMOHaPHOIo BO ___//? It
%ﬂ?{(f 18

BPEMEHMU

l
2

SRS




HeycTtonuynBocThb TblopuMHra B Mmogennu
«peakuma- andppysnar»

fax_P D 0%x
<at (x y) Xa,rz O
9 e

2
y a y AkTnsartop ‘
= D
e = Q@+ Dy5a C ’)
[ paHU4HbIE YCNOBUA: ‘
NHrmbutop

0x _ Ox _ 0Oy _ Oy _ 0 \/
ar —0 ar - or —0 or o

AKmueamop — akTUBMpPYEeT BOCMPON3BOACTBO CaMOoro ceos.
NH2ubumop — TOpMO3NT BOCMPON3BOACTBO akTMBaTopa.



AHanms3 Ha yCToON4nMBOCTb

Toye4Has cucmema PacnpedeneHHass cucmema
a—x—P(x ) fﬁx_P . 0%x
ot o <az: (y) + Dx5a
2 — 0(x, -
CTtauunoHapHoe [lpocTpaHCTBEHHO OAHOPOOHOE
COCTOSAAHNE CUCTEMBbI: peleHne CMCTeMbl.
X=X,y=Y
X N § ABNSAIOTCS KOPHAMU {P(X; y) =0
anrebpanyeckon cuctemsl ypasHenuii:  (Q(x,y) =0



AHanms3 Ha yCToON4nBOCTb

JlnHeapusauung

[lycTtb £ N 7 — Manbleé OTKITOHEHUS OT CTaLMOHAPHbIX MPOCTPAHCTBEHHO
OJHOPOAHbIX PELLUEHUN X 1 y , Toraa ans £u n MOXHO 3anucaThb:

ToyeyHasi cucmema PacnpedeneHHass cucmema
3 (O 02%&
A b Y
5 aé + bn < » = aé + bn + D — 372
on on 041
E—Cf"‘d’? m —c€+d77+D,7ar2

_0P(y) 0P(x,y)  _ 00Q(x,y) q 0Q(x,y)
- Ox dy 0x dy




AHanms3 Ha ycTon4mBoCTb
PelleHne bygoem uckatb B BUAE:

To4yeyHasi cucmema PacnpedeneHHasi cucmema
E(t) = AeMt §(t,r) = AePte™
n(t) = Be n(t,r) = BeP'e'™

MHoxutenu et un ePt xapaktepusyer nosegeHne OTKIOHEHMS

OT CTaUuMNOHaApPHOIo COCTOAHNA BO BpEMEHN

MHoxutenb ek’ xapaktepusyeT OTKITOHEHNE BENTUYMH NEPEMEHHbIX OT
O HOPOAHOIO CTaLMOHAPHOIO0 COCTOSIHUSA B TOMKE C KOOPAWHATOW I ANS
cobCTBEHHbIX (DYHKLINIM, COOTBETCTBYIOLLIMX BONTHOBOMY 4yncny K.

Ona Tpy6kn onvHOM | BONMHOBOE YNCIO NPUHMMAET ANCKPETHbIE 3HAYeHus k = k,, = ”—ln



To4ye4yHasi cucmema PacnpedeneHHasi cucmema

E(t) = Ade?t E(t,T) = AePltelr”
n(t) = Bett n(t,r) = BePtelkr
& [loacTtaBnsem 0% 92¢
— = aé + by R
gt A < o af ' bn ' Dg arz
n 0 62
g¢ ¢ tan 57 =€ +dn+Dy——
{AA = a}+ bB pA = aA+ bB — kZDgA
AB =cA+ dB pB =cA+dB — k’D,B

[TycTb onsg onpegeneHHoctm a > 0,a d < 0.
Torgpa x — akmuseamop, y — uH2ubumop.



ToyeyHasi cucmema PacnpedeneHHass cucmema
{(A_Q)A_bgzo (p — a + k?Dg)A— bB = 0
A=A —d)B=0 cA—(p — d + k?*D,)B =0

BennyunHbl A, B ToXXOeCcTBEHHO HE PaBHbI HYJTHO TOJIBKO B
TOM CJlydae, eclJin onpeagesnimtesim CUCTeM paBHbl HYJIHO.

A—a)A—d) —bc =0 (p—a+k*D)(p —d+ k?D,) — bc =0

Xapakmepucmu4eckoe HucnepcuoHHoe ypasHeHue:
ypasHeHue:
A2 —oAl+A4=0 p?—alp+4t =0
oc=a+d o' =a+d—k*(Ds + Dy)

A =ad—bc A = k*D¢D, — k?(aD, + dD¢) + ad — bc



ToyeyHass cucmema

A —cA+A4A=0

c=a+d
A =ad — bc
nNe)
A4,>0
HeyCTONYNBbLIN
y3ern
ReA ,>0
HeyCTONYMBbIN
ceano d oKy ImA,, #0
O ” = >
YCTONYNBLIN A
A4, <0 dokyc Mgy, <
ImA,, #0
y3ern 2
9 _ A
/11,2 <0 4

PacrnipederneHHasi cucmema

p?—olp+41 =0

0'1 =a+d—k2(D5+Dn)
A' = k*D;¢D, — k?(aD, + dD¢) + ad — bc

A Gl
P, >0

HEeYyCTONYMBOCTb

ceanosas )
HEeYCTONYMBOCTb |/~ HEYCTONHNBOCTE |m p £ 0
0,-p, <0 Tnna gookyca ’ ,
P O\ YyCTOYMBOCTb Al
Tnna gookyca Rep,, <0
Imp,, #0
yCTONYMBOCTE |
TMNa y3na ( 1)2
o 1
P2 <0 A




HeycTon4neocTb TblOpUHra

OpHopogHoe CTauMoHapHOE COCTOSIHNE x = X, Yy =y

1) yCTOMNYMBO MO OTHOLLUEHMUIO K ManbiM OAHOPOAHbIM BO3MYLLIEHUAM
(COOTBETCTBYIOLLAA TOYEYHAsl CUCTEMA YCTOMN4YMBA)

2) He YCTOMNYMBO MO OTHOLLUEHMUIO K ManbIM NMPOCTPAHCTBEHHO
HEeOOHOPOAHbIM BO3MYLLEHUSIM

Ycnoesue Ycrnoeusi Heycmou4yueocmu e pacripedesieHHOU cucmeme:;
ycmou4useocmu 8
mo4Yye4yHou cucmeme: 0_1 >0 NI Al <0
o<O0
{A >0 o' =a+d—k*(DDy+Dy) A'=k*D¢D, — k?(aD, + dD¢) + ad — bc
ol < 0 Bcerga
T.K. Dg > 0,D, > 0 1 Bo3moxHo, ecnu (aD, + dDg) > 0
a+d<( a+d<O0
ad — bc > 0

He nodxodum Cedrnoeasi Heycmoli4yusocmb



HducnepcuoHHoOe ypasHeHUe:

pt—olp+4t =0

o' =a+d—k*(Dg + D)
= k*D¢D,) — k*(aD, + dD¢) + ad — bc

KopHu ducrnepcuoHHO20 ypaB8HeHUSs

Rep,, Rep,, Re P12
50\\ © w0 0 gy 9 so\ N k 2 = \\ /_T\m\kz
Y\" * ‘( -
Ob6a KopHsi OOuH u3 KopHeu paseH OOuH u3 KopHeu

ompuuyamersibHbl Hyno (bugypkayus) rnoJsioxxumeJsieH



HeycTtonyneocTb ThbOpUHIa

[1na BO3HUKHOBEHUA AnddPy3MOHHON HEYCTOUYMBOCTI
(HeycTon4mBocCTnN ThbOpUHra) Heob6xoamMmo
ogHOBpPeMEHHOE BhLINONMHEHUE creayoLWnX YCNOBUN:

a+d<O0
ad — bc > 0
k*D,D, — k*(aDy + dD,) + ad — bc <0

YuutbiBasg, Utoa > 0,ad <0
(X — akmusamop, y — uHaubumop)



Koraa BbipaxkeHune (aD, + dD,) NONOXUTENbHO?
(a>0,d <0)

X - aKTMBaToOp Y - MHMIMOUTOP

[1na BbinonHeHnsa ycnosua a + d < 0 (YyCTOMYNBOCTL TOYEYHOU
cUcTeMbI), Heobxoanmo, YTobsl |a| < |d]

KoadodpumumneHT andodysnm aktmBatopa OomkeH ObiTb MEHbLLE
KoadpdouumeHTa gudodpysnm nHrmouTopa.

D. <D Heobxoodumoe (Ho HeOocmamo4Hoe) ycriogue
X y 803HUKHOBEHUS Ougbghy3UOHHOU Heycmou4ueocmu

[lpu pasHbIXx KOaghgbuyueHmax ougy3suu ougbgy3UoHHas
Heycmou4ueoCcmb 803HUKHYMb HE MOXXem



Korpa 4 (k?) = k*D,D, — k?(aD, + dD,) + 4 < 0?

PaccmoTpum nonoxeHue napabonbsl A'(k?) B 3aBUCMMOCTU OT
. 2
3Haka AuckpumuHaHTa Dis = (aD, + dD,)” — 4D, D, A

Lugbgby3uoHHasa Heycmou4ueocme

He Bo3HMKaeT CyLiecTByeT Kputndeckoe Bos3HuKaeT B UHTepBare
(6udypKaLMOHHOE) 3HaYeHue k2 K2 < k2 < k2
P min max
Al(kz)“ Al(kZ),“ Al(kZ)u
o K Tk I L

Dis < 0 Dis=0 Dis > 0



HeycTtonymnBocTb TbropuHra

ox . D 0°x
0t (x y) * a»rZ O BbicTpas

0 Y 0 Z y AxTnBaTOp Ancbysns

o = Qny) + Dy =73 C

6P(x, )/) d = aQ (X, y) NHrmbutop MepneHHas

a = E — ay \/ andpdpyans

a>0 a-—aKkTuBaTtop
d <0 d-— unHrmbutop

Kputnyeckoe cooTHoLlEHNE KO3 PUNLIMEHTOB
andodpysnm onpenenseTcs U3 BblpaXXeHus:

a<0 a—wuHrMbutop .
(aD, +dDy)" —4D,D,A =0

d >0 d- aKktuBaTop



[lpoCcTpaHCTBEHHO-BPEMEHHbIE PEXUMBI
B Moaenu bptoccensatop

aX—A+X2Y (B+1)X+D 07X
at 2 Or2

aY—BX X2Y + D 0%y
ot ¥ or2

Nnbsa NpuroxuvH
(1917-2003)

Prigogine |, Lefever R. Symmetry breaking instabilities in
dissipative systems, J.Chem. Phys. 48, 1665-1700, 1968



Mopaenb bproccenaTtop

0X
—=A+ XY - (B+1X
ToyeyHaa cunctema

ot
oY
— = BX — X?Y
da3oBble NOPTPEThl 0Ot

2.5 ! ! ! ! ! ! ! ! ! ! ! !
20 T N ]

Ln-_nﬂﬁﬁfﬁnn___””;m””_””ﬁ;@,.”“1__“_”m_

X e

0. ' ) i ' | | | ; | | | |
2.0 0.5 1.0 1.5 2.0 2.5 00 05 10 15 20 25 30 35 40 45

YCTONUMBBIN POKYC HeycTonunsbii okyc +
YCTOMNYMBLIU NpeaenbHbIN LUK




[lnccmnaTtmBHbIe CTPYKTYpPbI B
«pacnpeneneHHoM bproccenatope»

OO0Ha npocmpaHcmeeHHasi KoopouHama

X a—X=A+X2Y—(B+1)X+Da2—X
ot X 9r2
6‘_Y =BX —X*Y+D az_y
ot Y or2
X — aKkTnueartop
Y - MHTIMoUTop
YcnoBue BO3HUKHOBEHUS CTPYKTYP:
0 [1lpocTpaHCTBO 1 D, (1- \/E)z
B>1 D, < X

[MpuroxuH, Jledesp, 1971



PacnpeneneHHasa moaenb bptoccenatop
[1aTTepHbl HA NMTOCKOCTH

Llee npocmpaHcmeeHHbIX KOOpOUHamapl




[ Moko3a

Moaoenb rmmkonusa

0
//
HO—P
| SoH

H,C—O =~ CH,0H

|OH ATD
OH H

PpykTO3a-6-cpocar

> H HO 7—T’ H HO /] @ o oem om == - >

OH H

dpykTo3a-1,6-oudocdar



KonebaHunsa B rmmkonmse

200
§ | 2 -

180 230

160 Probe 2 i
I \ 180 =

140 |- s

120 f S

100 Probe 1
I 80 =

80 i..

G-‘F 1 | 1 | 1 | 1 | 1 | 1 | 1 | 1 | 1 | 1 | 30 2 ' g T . Y T 1

0 20 40 60 80 100 120 140 160 180 200 950 1050 1150 1250

Time (min) Time (s)

J. Bolyo et al. / Biophysical Chemistry 153 (2010) 54-60



BonHoBble peXXnuMbl B IMUKONN3E

Time (min)

10 15
Space (mm)

J. Bolyo et al. / Biophysical S. Bagyan et al. / Biophysical
Chemistry 153 (2010) 54-60 Chemistry 116 (2005) 67-76



Moaenu rmmnkonmnsa

Higgins 1964 CenbkoB 1968 AKkmusauyusi
dx . X y \
dt " K+ 2) (K, + ) > O6P - dOAD
dy X y Y X y

— —q /
dt YKo ¥ 0) Koy + ) (K, + 9)

PomaHosckuii. CTenaHoBa Ashkenazi and Othmer 1978

YepHaBckun 1971

dx %——x+ (a + x?)
——=1-xy dt Y

dt dy

dy 147 — =h —y(a+ x?)
E_ay(x_1+ry> dt



da30BbIN NOPTPET N KNHETUKA
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naTTeprI Ha MNJ1I0OCKOCTU B MOAESIN TTINKOJ1N3a

OuccmnaTmBHble [TpocTpaHcTBEHHO
CTPYKTYPb! oQHOpOOHOE COCTOSAHME CnuparnbHble BOMHbI
1 & MR AR h el B TS NEGE RS 1 3
0.9 2
/ 0.5
0.85
0
0 05 1
0.8
XaoTNYECKUN PeXNM
\ 0.02 | d . AlA '\
}‘l‘- ‘ ‘ | l'l ," ‘ " "."}_ll' "‘I';‘ ‘n
0024 | Vel i
0%y

+ D, —2
1+ry Y Or?

L. A. Cisneros-Ake et al./Bulletin of Mathematical Biology (2022) 84:100




,D,I/ICCI/II'IaTI/IBHbIe CTPYKTYPbl B MOAENTAX OKPACKU LLUKYP KUBOTHbIX




Mogenu, onucbiBaroLLEe OKPACKy LUKYP

ou 0%u _

o D —— f(u,v) =a—u— h(u,v)
ot [ )+ Dy dr? gu,v) =a(d —v) — h(u,v)
0V 0°v PUV

o7 —9Wwv) + Dy AV =T s

U, v — 6e3pasmMepHble KOHLEHTpaumMn «MOpgoreHoB,
a, b, a, p, K- nonoxutensHble NnapamMmeTpbi.

O.Mioppen. Matematnyeckasa ouonorusa 4.2, rn.33



dopmMmupoBaHME OKpaCKM XBOCTOB

CyXaoLwumncsa umnmHap MoxeT
OEMOHCTPUpOBaTb nNepexo oT
OBYMEPHOW CTPYKTYPbI K NPOCTbIM
nornocam

N3 moaenu:
rnonocaTtbl XBOCT MOXeT

BbITb Y NATHUCTOrO
XMBOTHOrO, HO HEe HAobopOT!

Jieonapa Aryap renapg reHeTa



dopmunpoBaHMe rnonoc B OCHOBaAHUN HOMM 3e0pbl

Pe3ynbraTbl MOOENMMPOBaHNSA
(Murray, 1993)



BnnaHmne pasmepoB Ha Mogenupyemble
CTPYKTYPbI OKpPaCKU

(’L_o-

Obob6LeHHasa dopma XNBOTHOIO



be3oapoBbIn Ko3er MypaBben




Pa3HoOBMOHOCTU Xunpadpa UMerT pasfnmMyHyo OKpacKy




ViIMUTaLMA OKpacoK C NOMOLLbI0 Mmoaenu ThlopuHra

cr/ieea — NPUPOOHbIN OOBEKT, cripasa — pellueHmne moaenmn TblopuHra

Kondo, Miura, 2010. Reaction-Diffusion Model as a Framework for Understanding Biological Pattern Formation. Science 329, 1616



Mogenb ['napsbl [ Mpepa n ManHxapga

[mppa (Hydra) — npocTton XopoLo N3y4yeHHbIN NPakTUYECKN OOAHOMEPHbLIN OpraHn3m

Ecnu paspesatb Teno rugpbl Nonepek Ha HeCKOSTbKO LUMUHAPUYECKUX (OparMeHTOB, TO Ha KaXOOM M3 HUX
Brivke K GbIBLLEMY OparibHOMY KOHLY pereHepupyroT rmrnocToM 1 wynanbua ( «ronosay» - opasnbHbIN
KOHeL Tena), a bnvxe K bbiBLueMY abopanbHOMY Nosocy — nogoLusa («Horay).



Mopenb I'mapsbl [ Mpepa n ManHxapga

OA O° A

2 F(A,B)+ D

ot ( ) A or?

oB o°B

—=G(A,B)+ D

ot ( ) 5 or?
k, A2

F(A B)=k —k,A+ -

G(A,B) =k, A’ —k_B.

A — aKkTuBaTtop, ObICTPO cnagatoLas QyHKUNS

B — nHrmourtop

«— Activator
Inhibitor

Position —>

Gierer A. and Meinhardt H. A theory of biological
pattern formation. Kybernetik 12(1): 30-39, 1972

AkTnsartop ronosbl — nentung U3 11 amumHokmncnot (pGlu-Pro-Pro-Gly-Gly-Ser-Lys-Val-

lle-Leu-Phe), akTUBHbIN B NMMKOMOMNAPHOW KOHLIEHTPaLUWUN.

MHrMBnTOp «ronoBbl», aKTUBATOP N MHIMOUTOP «HOMM» Takke ABMAAITCA NenTuaamu



Mogoenb ['mapsbl [Mpepa n ManHxapaa

HOra rosioBa

A comrpletely symmetrical After washing out DAG, and a newfoot appears in the
situation rmay arise the compentence returns to normal....  centre




dopmupoBaHme nosioc

[lonocaTtbin JaHUNO

Zebrafish

PucyHoK goopmupyetca YepHbIMU
MUrMEHTHbIMU KneTkamun (MenaHodopammn)
N XKENTbIMU MUITMEHTHbLIMWU KNeTKamu
(kcaHTOopamun) n obpasyetcs B
pe3ynsraTte B3auMo4eNCTBUA 3TUX KIETOK.

9KCNEePUMEHT MoJenb



dopmMupoBaHmne NanbLUEB Y MbILLUMHBbIX 9MOPNOHOB

Hoxal3

Hoxd11-13

+/+ +/- +/+ +/- -/-
+i+ +/- -/- -/- -/-

+
+

L& =

-l
+ | g

—

3.‘7
~ -

-

Gli3

G ™ |

yBeIlVI‘-IEHMe 4ncna I'IaﬂbLl,eB
9-11

CEKED

YMeHbLUeHUe 003bl XOKC-reHOB

Pa3Hble KoMbuHauuu
BKIMHOYEHHbIX N BbIKIMHOYEHHbIX

reHOB-PErynsaToOpOB.

Pesynbratel MOgennupoBaHus
3aknagkun nanbues y Mmbiwen Gli3—/—
Ha OCHOBE MexaHu3ma TblopuHra



