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Homep HauBbICLLEN He3aTyXxaloLen rapMOHNKU
Tem 6ornblue, YeM ONMMHHEE PeakTop U TEM
MEHbLLE, YEM BbilLe 3Ha4YeHne KoadduumeHTa
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HesaTyxawwme rapmoH1K1, pas3BmBasiCb, MOryT
NPMBOANTL CUCTEMY K YCTAHOBIIEHUIO
NMPOCTPaAHCTBEHHO HEOAHOPOAHbBIX ANCCUMATUBHbBIX
CTPYKTYP MNN aBTOBOSTHOBbLIX PEXNMOB.
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[1Ba ypaBHEHUSA
pea KHMH'.D'Mqu)y:iMﬂ AnaH TblopuHr

1912-1954

Cospgarternb «MawwuHbl TblopuHra» -
abCTpaKkTHOE BbIYUCINTENBHOE YCTPOUCTBO )

(1936) Q — P(X, y’ r) + Dx %
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BCKOpe nocrne 2-u MMpOBOU BOWHbI

TecT TbropuHra

MoryT yCTaHOBUTbLCA CTPYKTYPbI, KOrga O4HO BELLECTBO —
6rnM3KoO4enNCTBYOLLNIK aKkTUBAaTop,
a gpyroe — ganbHeaeucTBYHOLWNA NHINOUTOP.

AnnaH TblOpWHT.
XuMnyeckme OCHOBBI
MopdoreHesa. 1952

A.Turing. The chemical basis
of morphogenesis.

Phyl. Trans. Roy. Soc.
(London) v.237, p. 37-72



[1Ba ypaBHeHUSA
peakuna-gnpddysna

X :
A 0 X
N 0’
_ y
At QX y)+D, A’




IlnHeapmnsoBaHHLIE YypaBHEHUS
_P(RY) | P(RY)
ox oy

Srt)=x=x, nlrt)=y=Yo _coun , vuy
oc 0°&
—=ac+bn+D
ot > 01+ D, or?

2
@=C§+d7y+D a

Ot " or?




PelwleHne nMHeNHON CUCTEMbI ULLEM B BUAE:

E(t,r) = Ae el
n(t,r)=BePe™

Kk =71

K — gonnosoe uucijo, «vacmomay no npocmpaHcmey



YpaBHEHUA OAnsg amnnutya
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[lncnepcmoHHoe ypaBHeEHUE
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Otcrona uieM P, 3HaK JSUCTBUTEIBHON YaCTH KOTOPOTO ONMPEALIISIET YCTOMYUBOCTD
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3aBUCMMOCTb pearnbHON YaCcTu CODCTBEHHbIX Yncern oT
BOSTHOBOrO Yyncna Anst CUCTeEMbI ABYX YPaBHEHUN C
ondppysmen. HeyctondnsocTb ThlopUHra
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[MpocTpaHCTBEHHO-BPEMEHHbIE PEXUMDI

Turing A.M. The chemical basis of morphogenesis.
Phil.Trans.R.Soc. London B, 1952
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Prigogine I, Lefever R. Simmetry breaking instabilities in dissipative systems,
J.Chem. Phys. 48, 1665-1700, 1968



XUMUYeckme peakumm — 6a3oBble
MOAENN NPOLECCOB B aKTUBHbIX
cpenax

* bproccenaTtop
« A>X 2X+Y—>3X

e B+tX=2>Y+C X=2R

I.Hukonuc, WU.ITpuroxun. Camoopranu3anysi B HEpaBHOBECHBIX
cucrtemax. M., Mup 1979

G.Nicolis, I.Prigogine

Self-Organization in non-equilibrium systems.

From dissipative structures to Order through fluctuations. 1977



Cucrema ypaBHEHUM AOX 2KV
«6p|'OCCGJ-|F|TOp B+X>Y+C  X>R

Ecian xoneunbie mpoaykThl C 1 R ynansioTcs U3 peaKIMOHHOrO IPOCTPAHCTBA, a
cyocTpar A Haxoautcs B u30biTke, K , =k ;=K , = 0. Ilycts Takxke K , = 0. 3HaucHus

OCTAJIbHBIX KOHCTAHT ITIO0JIOKUM PABHBIMH CIHUHHUIIC.
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Knaccuyeckmne moaenm.
bptoccenarTop.

da30BBIi TOPTPET cUCTEeMBI OproccensTop pu B>1+A (a) n
B<1+AZ? (6).



[lnccnnaTtnBHbIE CTPYKTYPLI B
«pacnpegeneHHoMm bproccenatope»
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BellectBo B paBHOMepHO pacnpeeneHo rno
oObeMy, a KOHLEeHTpaLms BellecTBa A

noaaepXuBaeTcsa NOCTOSAHHOW Ha rpaHuue,
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[TpocTpaHCTBEHHO-pacnpeaeneHHbIn bploccenAaTop ¢ 3apsKeHHbIMU
KOMMOHEHTaMMW.

A.W.JlobaHos, T.HO.MntocHuHa, T.K.Ctapoxunosa, .HKO.PnsHunyeHko, A.5.PybuH. BrinaHune anektpnyeckoro noss Ha
NPOCTPaHCTBEHHO-BPEMEHHbLIE CTPYKTYpbl B cucteme «Peakuna-gudpdysmsa». bnodgpumsmka 2000
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Cxema cuHTe3a ABYX pepMeHTOB
XKakoba n MoHo. 'eHeTnyeckuin Tpurrep

Reg-1 0, G,
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®a3oBbIN NOPTPET TPUITEPHOU
cuctembl >Kakoba n MoHo

X 1A

dx, L,
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CUTPYKTYPbI B pacrpenesieHHoM
Tpurrepe XXakoba n MoHo.

Mogenb [.C.YepHaBckoro n gap.

PomaHoBckun,CtenaHoBa,
YepHaBcknn. Matemartumnyeckas
bnodmnanka. 2004

B kHure:

PomaHoBckun KO.M., CtenaHoBa
H.B., Yepnasckuin [1.C..

MaTtemaTtndeckasa dnodusunka. 2004
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Mogenp rmuKoiImn3a

KuHeTrnka n3MeHEeHUN KOHIICHTPAUK
bpykTo30-6-pocdara (x) u
dpykrozomudocdara (v) (cupasa) u
(ha30BBI OPTPET CUCTEMBI (CJIEBA) TIPU
Pa3HBIX 3HAYEHUSIX [TApaMETPOB CUCTEMBI,

a - OeckoiiebarenbHbIN npouecc (y3ea Ha
dazoBoii mmockoctu), a = 0.25; r = 1.

6 - KoJieOaHUs C MMOCTOSSHHON aMILIUTYI0N 1
(azoil (mpeaenpHblid MUK Ha ()a30BOM
miockoctu), o. = 8; r = 0.5.



CTpyKTYypbI B
romoreHaTte
OPOXKEN
PacnpeneneHHas
cucTtema rfmkonms.

A-F -
nocriegoBaTteJibHblE
MOMEHTbI BpEMEHU



Moaenwu
MopdooreHesa

N'ypBuy AnekcaHap NaBpunoBuy (1874-1954) — pycckui

Apwvw XaHc (Driesch Hans COBETCKMIA B1onor, aBTop TPYAOB MO LMTONONMKU, 3MOPUONoriu,
Adolf Eduard, 1867- 6uodramnke, TeopeTuyeckon Gronorun. Bnepsble BBEM B
1941) - Hemeukuii Buonor, aMBPUONOrnIo NOHATME MOPAOreHETUHECKOTO
ambpworor, unocod. (6uonoruyeckoro) nons
YCTaHOBWI CyLLIECTBOBaHME
«3M6p|/|0Ha_|-|be|X peryngumﬁ»; MOpd)OI'eHe3 - KaCkagj MOpCboreHeTl/lk-leCKl/IX dKTOB E,D,MHOG
MopdoreHeTUYeCcKoe none 3apobilla Noapasnensercs Ha
rnokasar, 4To rnocre aKCcnepuMeHTanbHoro MHOXECTBO MOP(OreHeTU4ECKNX nonemn.

HapYyLUEHUSA CTPYKTYpbl 3apoabilla B
pe3ynbrate MUKPOXMPYPIrMYECKOro N3bsATuS,
nobaBneHust N NnepemMeLLeHNs ero
maTepuana opraHn3mM BOCCO34aeT CBOH

CTPYKTYpY

Kaxxabii U3 MopporeHeTn4YeCcKknx akToB BKIOYaEeT
«MNPOCTPAHCTBEHHYIO pa3MeTKy» 0bnacTu, T.e. reHepauuto
NPOCTPaHCTBEHHON MHGOpPMAaLMKN, KOTopas 3aTeM PUKCUpyeTca B
COOTBETCTBYIOLLEM aKTe AP depPEHLUNPOBKM KITETOK.



Mopaenb 'napsbl [ npepa n ManHxappa
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M'mgpa (Hydra) — npocTom XopoLlo N3yYeHHbIN NpakTUYeCckn Og4HOMEPHbIN OpraHn3mM

Yxe paHHune onbITbl Tpambrie (18 Bek) nokasanu, 4YTo Npu pereHepawmm CoXpaHsaeTca NonsipHOCTb hparmeHTa. Ecnn paspesatb Teno rmgpbl
nonepek Ha HECKOMbKO LUANHAPUYECKNX OparMeHTOB, TO Ha KaXKAOM U3 HUX Bnuxke K BbiBLLEMY OpanbHOMY KOHLY pereHepupytoT rmnocTomM u
lwynanbua ( «rosioBax» - opanbHbI KOHeL Tena), a énvxe K boiBLiemMy abopansHOMY MonCcy — nogowsa («Horay).

Mpu 3TOM y Tex bparMeHToB, KOTOPbIE pacronarancb brnmke K «rornoBey», ObICTpee pereHepupyeT «rofosay, a y pacrnonarasLUMXCs Gnnxe K
«HOIre»® — «HOora».



Gierer A. and Meinhardt H. A theory of biological pattern formation. Kybernetik 12(1): 30-39, 1972
Meinhardt H. Models of biological pattern formation. London, Academic press, 1982

Meinhardt H. The algorithmic beauty of sea shells. Berlin, Springer-Verlag, 1995
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F(AB)=k —-k,A+ k?’l: ,

G(A B) =k,A? —k.B.

A — akTuBartop, 6bIcTpo cnagatowasa d-ums
B -nHrméutop

B npouecce pocTa rugpbl ypoBEHb
NHIMONTOPa CTAaHOBUTCSI HU3KUM, U
BKIIOYAETCH HOBasi akTMBaLUS —
BO3MOXEH HOBbIN UCTOYHUK «FONOBbI»

AkTuBartop ronosbl — nentng n3 11 ammHokmncnort (pGlu-Pro-Pro-Gly-Gly-Ser-Lys-Val-lle-Leu-Phe), aktuBHbIN

B I'II/IKOMOJ'IFlpHOI7I KOHUEHTpPaLUUNn.

NHIrIMOUTOP «ronoBbl», akTUBATOP U MHIMBUTOP «HOMM» Takke ABNAKTCS NentTuaamm



C canta H. Mainhardt _— e

Inhibitor

Position —>»

HOra rorfioBa

A corrpletely symmetrical After washing out DAG, and a newfoot appears in the
situation may arise the compentence returnsto normal.... centre
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[lepeBoa 1 Toma

Oxevimc [1. Mioppeit — npodeccop YHU-
pepcuTeToE BawuurtoHa w Okcthopga, uned
KoponeBckoro Hay4Horo ofwectea Benuko-
OpUTaHIA W UHOCTPAHHEIT YieH DpaHLy3cKon
AKagemMuW HayK, WMEeT MO4YeTHble 3BaHud
MHOTMX YHWBEpcUTeToR Mupa. AsTop Oonee
200 HayyHbIX CTATEd W HECKONLKUX KHUT
ocHoBatens U gupexTop Llentpa marematnye-
ckon OuonorwKn yHueepcuteta 8 Okcdoppe.

MATEMATUYECKAS BUOJIOIUs

[xenmc Mwoppen

BVODU3VKA
MATEMATUHECKAA BUONOIrnA

[Dkenimc Mroppeii

MATEMATUYECKAS
bUoJiorvisi




Packpacka nmkyp >KUBOTHBIX

Habntogaemas packpacka LLUKYpbl X)XUBOTHOTO,

Hanpumep, 3ebpbl MNK Neonapaa, onpeaenseTca nexawymm B OCHOBE
pacnpeneneHnsMm XuMn4eckmx BeLLecTB, KOTOPbIe 3akaabliBaloTCs Ha cCTagum
amMOpuoreHesa B Te4eHMEe NepBbIX HefeNb PasBUTUSA 3apoblLua.

npl/l 3TOM reHeTn4eCkmn AeTepMnNHNPOBaAHHbIE KIETKN — MenaHobnacTbl —
MUTPUPYKOT K NOBEPXHOCTU 3M6pI/IOHa N npeBpalarTCcAa B cneunanmn3mpoBaHHbIe
NMNTMEHTHbIE KNEeTKN — MeJTaHOLUWUTbI, KOTOPblE pacnosiaralotcsd B ©a3anbHbIX
cnogax anngepmMmumca.

Packpacka BonocsiHOro nokpoBa onpegenseTca MenaHouutaMmu, NpUHOCALLIMMMU
B BOJTOCSIHbIE (PONNUKYIbl MEMNaHWH, KOTOPbLI 3aTeM MOCTynaeT B BOMOCHI U
onpenenseT Ux UBeT.

HesaBUCMMO OT BMOXMMUMYECKUX U KNETOYHbIX AeTanen npolecca, Ans
MOJENNPOBaHNS BaXXHO, YTO XapaKTepHbI pasmep LBETOBbIX
HEeOHOPOAHOCTEN 3HAYMUTENBHO bonblLe pasmepa OHOM KNEeTKM.

Hanpumep, n3BecTtHo, 4YTo pasmMmep naTtrepHa amMbpmnoHa, COOTBETCTBYHOLLIETO
byaywemMy NATHY Ha LWKype neonapaa, coctaenseT okonio 0.5 mm B anameTpe,
yTto coctasngaeTt okono 100 kneTok.




Mopagenu, onucbiBaloLLne pacKkpacKy LUKYp

2
Y _ tuv)+p, Y
ot or?
ov O%V
= uv+D
ot =9uv) Y or?

f(u,v)=a-u-h(u,v),
g(u,v)=a (d-v)—h(u,v)

O.Mioppen. MatemaTtnyeckas 6uonoruns 4.2, rm.33

pUV

hu,v) = 1+u+ Ku?

3nech U, V— 0e3pa3MepHbIC
KOHIICHTPALMHA «MOP(OrECHOB,
a, b, o, p, K — nooxurenpHbIe
apamMeTphl.



Mopenun packpacku LLKYp




PucyHok 3aBUCUT OT pOpMbI U pa3mMepoB
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a — dopMmnpoBaHmMe Noroc B OCHOBaHUM HOrn 3ebpbl; 6 —
pe3ynbTaTbl MogenuposaHua (Murray, 1993)
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BrnnsiHue pasamepoB Ha MoAenMpyMble CTPYKTYPbl packpackm ans
0600LLEHHON OPMbI XKUBOTHOTO

YBenunyeHne pasmepoB npu PUKCMpoBaHHbLIX OCTalbHbIX NapamMeTpax gaeT
nopasnTenbHoe pasHoobpasne CTpyKTyp. PeakumoHHO-anddy3moHHas moaernb
corrnacyeTcsa ¢ TeM HabngeHUsIMU, YTO ManeHbKNe XXUBOTHbLIE, Takne Kak
MbILUW, UMEIOT PaBHOMEPHO OKpPaLLEHHbIE LLKYPbI, XXMBOTHbIE MPOMEXYTOUYHbIX

pa3MepoB - y3opyaTble LUKYPbl, 8 OKpacka KPYMHbIX XXMBOTHbIX, TAKUX KaK CINOHbI,
CHOBa OAHOPOAHA
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Liu, R. T., Liaw, S. S., and Maini, P. K., Two-
stage Turing model for generating pigment
patterns on the leopard and the jaguar, Physical
Review E 74, 011914 (2006).



PeakunoHHO-ONdPy3nOHHbIE MOAENM NO3BOSIAOT BOCNPON3BECTU CaMble
NpuYyanmBLIE Y30pPbl, BCTpeYatoWmecs B XXnMBon rnpupoge. Ha kaxgon portorpadpum
crieea — NPUPOOHbIN OOBLEKT, cripaga — UMUTaLUA ero OKpacku npu NOMoLLUM Moaenu
TetopuHra. N3obpaxxeHune ns ctatem Kondo, Miura, 2010. Reaction-Diffusion Model as a

Framework for Understanding Biological Pattern Formation. Science 329, 1616



http://www.sciencemag.org/content/329/5999/1616.full
http://www.sciencemag.org/content/329/5999/1616.full
http://www.sciencemag.org/content/329/5999/1616.full
http://www.sciencemag.org/content/329/5999/1616.full

Pbiba-3ebpa

Movement of zebrafish stripes
and the interaction network
among the pigment cells.

PucyHok packpacku pbiObl-
3e0pbl hopmmpyeTcsa YepHbIMU
MUIMEHTHbLIMU KIeTKamu
(MenaHodopamMn) 1 XKenTbiMu
MUIMEHTHbLIMU KIeTKamu
(kcaHTOopamm). PncyHok
obpasyeTtcs B pesynbraTe
B3anMMOOENCTBUSA STUX KITETOK.
(A) MenaHodopbl ABYX YepHbIX
NONOC yaaneHbl C MOMOLLbIO
nasepa, 3anucaH npouecc
BOCCTaHOBIEHNA PUCYHKa.

(B) Cumynsauma npouecca ¢
NOMOLLbIO MoZesnu Tuna
TblOpUHra



Manbubl NnepegHen KOHEYHOCTU HOBOPOXAEHHbIX MbIWAT C pa3HbiM1 Habopamu
OTKITIOMEHHbIX reHOB-perynsaTopoB. Criega 88epxy — HOPManbHbIA MbILLOHOK (KOHTPOSIb).
Ceepxy 8HU3 yMeHbLUAETCA akTUBHOCTb CUrHasnibHou cuctemsl Sonic hedgehog/Gli3,
criesa Haripago — OTKn4arTcs reHbl Hoxal3 n Hoxd11-13. KpacHbiM ygemom
OTMeYeHa KOCTHas TKaHb, CUHUM — XpsLlieBas

Hoxal3 +/+ +/- +/-
Hoxdll-13 +/+
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YUCNO Nanbues 7-8

Rushikesh Sheth, Luciano
Marcon, M. Félix Bastida,
Marisa Junco, Laura
Quintana, Randall Dahn,
Marie Kmita, James
Sharpe, Maria A. Ros. Hox
Genes Regulate Diqit
Patterning by Controlling
the Wavelength of a
Turing-Type Mechanism //
yMeHblueHune A03bl Hox-reHos Science. 2012. V. 338. P.
1476-1980.



http://www.sciencemag.org/content/338/6113/1476.abstract
http://www.sciencemag.org/content/338/6113/1476.abstract
http://www.sciencemag.org/content/338/6113/1476.abstract
http://www.sciencemag.org/content/338/6113/1476.abstract
http://www.sciencemag.org/content/338/6113/1476.abstract
http://www.sciencemag.org/content/338/6113/1476.abstract
http://www.sciencemag.org/content/338/6113/1476.abstract
http://www.sciencemag.org/content/338/6113/1476.abstract

Hoxal3
Hoxd11-13

Gli3

8-9

KEEED

YMeHbLIeHne 403bl XOKC-TeHOB

Mouse
fingers

dopmupoBaHue
nanbueB y
MbILLUNHbIX
9MBPUNOHOB C
pasHbIMK
KOMOUHaLMsamMu
BKJTHOYEHHbIX U
BbIKITFOYEHHbIX
reHoB-
pPerynsiTopos.
BHu3y nokasaHbl
pesynbraThl
MOOennpoBaHns
3aKrnagku
nanbues y
Mblwen Gli3—/—
Ha OCHOBE
MexaHnama
TblopuHra



Dictyostelium
discoideum

ObpasoBaHue ncepaonnasmMoauns

[1nonoBoE
Teno

[Monsyuwmn cnnseBnk



V= A T oy KonnekTuBHble
cnnsesunku Dictyostelium
2 2 o
Ao 9 . 9 discoideum.
ox°> oy’ XemoTaKcuc

_:7/u >

oV gv2+A2
ot ve+1

— 5vj + D, Av,
[MonexaeB AHOpen

AnekcaHgposud, PAH

Y _B_(1+Hv)

ot J B yCrnoBMsiX ronofgaHns nonynsiumm

CINN3EBMKOB arpernpytot énarogaps

ou D AU —V(Z(g g )4UVV). BonHam LAM® B cpege,
ot . 0 co3faBaemoii CaMMMU KreTkamu.
V - KOHUEHTpauus xemoaTTpaktaHta UuAMO
Polezhaev et al., 1998; 2005

g - KOHLUEHTpaums peLenTopoB

U - KOHLEHTpaLUus KNeTok.
[OnHamunyeckne mogenu NpoLeccoB B KNETKax U

CcyOKneTouYHbIX HaHOCTpYyKTYypax. N3a. PX 2010
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[TpumMepbl CTPYKTYP B KOSTOHMAX baktepun E. Coli, B
akcnepumeHTax byapeHe v bepra (Budrene, Berg, 1991)

E. Coli obnagatoT xeMOTakCUCOM K acrniapTtaTy, CEKpeTUpyemMomy B cpeay
KneTkamu

paananbHO BbICTPOEHHbIE NATHA paanaribHO OpUEHTNPOBAHHbIE MNMOJ10ChbI



[1lpOCTpaHCTBEHHO-
BPEMEHHbIE

CTPYKTYpb!




