PacnpegeneHHble
CUCTEMBI




* PelleHne ypaBHeEHNA Andppy3nn
MOXXeT ObITb NPeacTaBneHoO Kak
CyMMa rapMoHuK (Mof), 3aTyxatoLmnx
No BPEMEHU U NEPUOONYECKUX MO
NPOCTPaHCTBY



JlnHenHoe ypaBHEHNE AN APY3INU
C HYNeBbIMM rPAHNYHBLIMWU YCITOBUSIMW
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HyﬂeBbIe NOTOKU Ha rpaHnuax
3aMKHyTasa cuctema
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YCTONYUBOCTb FrOMOIreHHOro
(ogHOpOAHOrO NO
NPOCTPaHCTBY)

CTauuoHapHOro
(NOCTOAHHOro BO BpeMeHMu)
COCTOSIHUA



YCTOMYMBOCTb FOMOr€HHOro CTaLMOHApPHOro COCTOSAHUSA AN O4HOro YpaBHEHUS
B OJHOMEPHOM peakTope

(Tpybke anuHebl |)
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KpaeBble ycnosusa — oC oC
HEeNPOHMLAEMOCTb rpaHunL, E (t,0) = E (t,1)=0.

[oMOreHHoe cTaunoHapHOe COCTOSIHUE: f (Co) =0



YCTOW4MBOCTb — 3ajagum  7C 1. plC
Manble OTKIMOHEHUS At (C)+ Ar?’

3ajagMm CcUCTEME HeKOTOpoe BO3MYLUeHUe ), m.e. svibepem 6 Kauecmee HAYANLHOU (DYHKYUU 8 IMOl
3aoaue ghynkyuio, onuskyio k Cy:

C(O,I’) — CO + 0 (r); ‘5([’)‘ << 1 Marnoe otknoHexve

MycTtb C (1, r) — peweHue 3adaqyu ¢ makou HadarbHOU hyHKUUEU.

Mpu manbix Ar) gpyHKyus Ct,r) moxem 6bimb npedcmasreHa 8 sude: C4t, 1) =Cy(r) + AL, 1).

B6muau C,(r) HenuHeitHyio dyHkumio f(C) moxkHo  f (C) = f (CO) + fc,(CO)(C — CO)

npubnuanTe NUHENHON dYHKUMEN, WUCMNONb30BaB
nepBbIn YrieH pasnoxeHust no C B pagy Tewnnopa:

C-C,=4(tr)



YpaBHeHue as oC _ f(C)+D?2rC.

ot
OTKJTOHEeHUNHA
5(r)|<<1 CAt, 1) =Cy + &t 1).
oC, , 05(LT) _ oo o

=f(C,)+ f/(C,)oft, r)+D—a—+D
r

ot ot or?

YuntbiBagd, 4to C, — roMOreHHoe ctauMoHapHOe COCTOsSHME,
OCTaeTCcsd ypaBHeHune AN OTKIOHEHUM
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PelLlieHune
NIMHeapmn3oBaHHOM
3aJadn

+ :(Cy)o(t,r)
f/(C,) = A= const

at,r)y o°5(t,r)
Ot ore
PelueHve nwem B BUAE 5(1-' r) Za (t) COS—— k

Ona kaxpgoro k nony4ymm ypaBHeHME:
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YpaBHeHne ansa OTKIIOHEeHUI BO BPEMEHN
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Cuctema ycunmBaeT Bknagbl I

= Kz
HU3LLIWX rapMOHUK (Moa) 5(1:, r) — Z ak (t) COS |—
k=0

1"((30)|2
Di?

Homep HauBbICLLEN He3aTyXxaloLen rapMoHNKM TeM DonbLue,
4YyeM OJIMHHEE peakTop U TEM MeHbLUe, YeM BbllLle 3Ha4YeHne

KoadbdpurumeHTa anddysun.

K=0

k*<\

HesaTtyxatollue rapMOHNKN, pa3BmMBasiCb, MOTYT NPUBOAUTbL CUCTEMY
K YCTAHOBMNEHMUIO NPOCTPaHCTBEHHO HEOAHOPOAHbLIX ANCCUMATUBHBIX K=3
CTPYKTYP UN aBTOBONHOBbIX PEXNUMOB.
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YcnoBuem
BO3HUKHOBEHUA
NPOCTPAHCTBEHHO-
BPEMEHHbIX CTPYKTYP
ABNAETCH
HEeYyCTOU4YMNBOCTb
COCTOAHUA,
rOMOreHHoro
B NPOCTPAaHCTBE U
CTalMOHapHOro
BO BPEMEHN




[1Ba ypaBHEHUSA
pea KHMH_.D.Mqu:)y3Mﬂ AnaH TblopuHr

1912-1954
Cosparenb «MalUnHbl TelopuHra -
abCTpaKTHOE BbIYUCIIUTENBHOE YCTPOMUCTBO ,
X
(1936) —=P(x,y,r)+D,—
_ ot r
Pasragan Hemeukun kog Enigma
0 o°
UneH KkomaHabl, co3aaBLIel NepBbiit Y _ Q(x,y,r)+D, )2/
9I1EeKTPOHHLIN KoMmnbloTep B MaHyecTepe ot or

BCKOpe nocrne 2-u MMpOBOU BOWHbI

TecT TbropuHra

MoryT yCcTaHOBUTbLCS CTPYKTYPbI, KOrga OgHO 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
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IlnHeapmnsoBaHHLIE YypaBHEHUS
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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
A(p-a+D.k?)-bB=0

CA-(p-d+D, k3 )B=0



[lncnepcmoHHoe ypaBHeEHUE

(p-a+kD)(p-d+kD,)-bc=0

a+d—(D;~D,)k?*\J[a—d —k*(D, ~ D, +4bc
P12 = >

OTcrona uieM P, 3HaK J€HCTBUTEIBHOM YaCTH KOTOPOIO OMPEAEIACT YCTOMYNBOCTD

E(t,r) = AePe™
n(t,r) = BePe™



E(t,r) = AePle™",
n(t,r) = Be™e
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6) Pasnun4yHblie TUnbl 3aBUCUMOCTHU
OEeNCTBUTENTbHOW YacTu KOpHeN
ANCNEPCUOHHOrO YpaBHEHNSA OT BOSTHOBOIO
ymncna k
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: Kk, — BOJIHOBOE YHCIIO, IPH KOTOPOM CHUCTEMA
| CTaHOBUTCSI YCTOWUYUBOU K TAaHHOMY BUIY

2) BO3MYIIeHM; K, — crcTema Tepsier
YCTOMYUBOCTh K TAHHOMY BUY
BO3MYyIIeHUH; K; — mepexon u3 obnactu
KoJIeOaTeIbHOM HEYCTOMUYMBOCTU B 00JIaCTh

—
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YCTOWUYMBEIX KoJIeOanwii; K, — mepexos
KOJIeOaTEeIbHOM CUCTEMBI B
OeckonebaTeNbHy10;




3aBUCUMOCTb pearibHOM YacTn COBCTBEHHbIX YMCEN OT
BOMTHOBOIO Yyncna Anst CUCTeMbI ABYX YPaBHEHUN C
ondppysmen. HeyctondnBocCTb ThblopUHra
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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

* bproccenarop
e A2>X 2X+Y—>3X

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

I"Hukomnuc, W.ITpuroxxkun. Camoopranu3anusi B HEpaBHOBECHBIX cuctemMax. 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
cyocTtpar A Haxoautcs B u30biTke, K , =k ;=K , = 0. Ilycts Takxke K , = 0. 3HaueHus

OCTAJIbHBIX KOHCTAHT ITIO0JIOKUM PABHBIMH CIHUHHUIIC.
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Knaccuyeckmne moaenm.
bptoccenarTop.

®a30BbIN MOPTPET CUCTEMBI OproccestsiTop npu B>1+A (a) u
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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A0)= A()= A

[Tapametpsr cuctembr: DA = 0.026, Dx = 1.052-10-3, Dy = 5.26-10-3
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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 0O, G,
— I i i
% m PHK,
R _ A o _r
— — P, ra E
dt B, +P" aE : 3,
B,
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®a3oBbIN NOPTPET TPUITEPHOU
cuctembl >Kakoba n MoHo

X 1A

dx, L,
dt  14+x)




CTpyKTYypbl B pacrnpeageneHHoMm
Tpurrepe XXakoba n MoHo.

Mopaenb [1.C.YepHaBckoro u ap.

B kHure:

PomanoBckum HO.M.,
CtenaHoBa H.B., HepHasckun [1.C.

MaTtemaTtnyeckas 6buocdunsnka. 2004
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KonebaHuna B rnmkonunse

Axmusayusi

2
1] > ©6Dd— OJID —>

x) v

ax _ u y
dt " F (K, +x) (K, +)
dy X b Y




=Y

=Y

y

Ve

1
t

XA
'
t

XA
»
t

~V

da3oBble NoOpTpeTbl U X _1_yy
t
KMHETUKa

C
C
ay 1+

— =qay| X— |,
at ) 1+ry

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



Apwvw XaHc (Driesch Hans
Adolf Eduard, 1867-

1941) - HemeuKkuin Guoror,
ambpwornor, gunocoq.

YCTaHOBUI1 CYLLECTBOBAHNE «3MOPUOHANbHbLIX
perynaunmy;

nokasar, YTo Nnocrne 3KCnepuMeHTarnbHOro
HapyLUEHUs CTPYKTYpbl 3apoabilia B
pe3ynbraTte MUKPOXMPYPrMYeckoro N3baTums,
nobaBneHust Unn NepemMeLLIeHNs ero
maTepuana opraHn3mM BOCCO34aeT CBOO

CTPYKTYpY

Moaenwu
MopdooreHesa

N'ypBuyu Anekcanap NaspunoBud (1874-1954) — pycckum
COBETCKMM BMonor, asTop TPyAoB MO LUTOSOrMm, aMoprnosioruu,
bnodusnke, TeopetTnyeckon buonormn. Bnepssie BBESN B
9MOpPUONOrmo NOHATUE MOPOreHETUYECKOTO
(bunonormyeckoro) nons

MopdooreHes - kackag MopdoreHeTU4eCcKnx aktos EgmHoe
MOpdoreHeTU4YeCcKoe none 3apoabila nogpasaensercd Ha
MHOXXEeCTBO MOPJIOreHETNYECKNX MOSTIEN.

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



Mopenb ['napbl [ npepa n ManHxappa

|
\"

-l - e -
s

NN

M'mgpa (Hydra) — npocTom XopoLlo N3yYeHHbIN NpakTUYeCckn Og4HOMEPHbIN OpraHn3mM

Yxe paHHue onbITbl Tpambrie (18 Bek) nokasanu, 4YTo Npu pereHepawmm CoXpaHsaeTca NonsipHOCTb hparmeHTa. Ecnn paspesaTtb 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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T F(A, B+ D
ot ( ) A or?
oB o2B
2 _G(A,B)+ D
ot ( ) 5 or2

2
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

I Nt -

<~ A ctivator
Inhibitor

Position —



[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

(8)




PucyHok 3aBUCUT OT pOpMbI U pa3mMepoB
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a — dopMmnpoBaHmMe Noroc B OCHOBaHUM HOrn 3ebpbl; 6 —
pe3ynbtatel MogenuposaHusa (Murray, 1993)




3ebpbl




BrnnsiHue pasamepoB Ha MoAenMpyMble CTPYKTYPbl packpackm ans
0600LLEHHON OPMbI XKUBOTHOTO

YBennyeHne pasmepoB Npu PUKCUPOBaAHHbIX OCTalbHbIX NapamMeTpax gaet

nopasnTeribHoe pasHoobpasne CTPYKTyp. PeakymoHHO-andpdy3MoHHaa Moaerb
cornacyeTtca ¢ TeMn HabntoaeHUAMU, YTO MarieHbKUE XXUBOTHbIE, TaKne Kak

MbILLN, UMEKT PaBHOMEPHO OKpalUEHHbIE LLUKYPbl, XNBOTHbIE MPOMEXYTOYHbIX

Pa3MepoB - y3op4vaTble LKYpbl, 8 OKpacka KPYMHbIX XXMBOTHbIX, TAKUX KaK CIOHbI,
CHOBa OAHOPOOHA
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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
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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 CUrHasribHou cuctemsl Sonic hedgehog/Gli3,
crieea 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.
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YBesinyeHume ymncnaa nasbLes
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YMeHbLlIeHne 003bl XOKC-TeHOB

Mouse fingers

dopmumnpoBaHue
nanbLUeB Yy MbILMHbIX
9MOPUOHOB C
pPa3HbIMU
KOMOMHaUnsmMm
BKIHOYEHHbIX U
BbIKJTFOYEHHbIX FrEHOB-
perynatopos. BHuU3y
nokasaHbl pe3ynsraThl
MOOENUPOBAHUS
3aKknagkun nanbLueB y
Mblilen Gli3—/— Ha
OCHOBE MexaHu3sma
TblOpUHra



Dictyostelium
discoideum

ObpasoBaHue ncepaonnasmMoauns

[MnopoBoe
Teno

[Monsyuwmn cnnseBnk



0o 0

V= A T oy KonnekTuBHble
cnnsesunku Dictyostelium
2 2 o
Ao 9 . 9 discoideum.
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CJIIN3EBUKOB arpernpyroTt bnaropa pPA

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

CyOKNeTo4YHbIX HaHOCTpYKTYypax. N3a. PX[ 2010



Moaenu
arperaunm ameb

HadanbHbIn 3Tan arperaumm

KoHeuHbIn aTan arperaumn

KoHueHTpaunsa uAMO [1NOTHOCTb CrNN3EeBUKOB

[MonexaeB A.A.MexaHnambl Buonorndeckoro mopdoreHesa. B kHure: [iuHamunyeckme
MOAESN NPOLIECCOB B KIIETKaX N CyOKNeToYHbIX HaHOCTpYKTypax. N3a. PXO 2010



[TpumMepbl CTPYKTYP B KOSTOHMAX baktepun E. Coli, B
akcnepumeHTax byapeHe u bepra (Budrene, Berg, 1991)

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

paananbHO BbICTPOEHHbIE NATHA paanaribHO OpUEHTNPOBAHHbIE MNMOJ10ChbI



[1lpOCTpaHCTBEHHO-
BPEMEHHbIE

CTPYKTYpb!




Peakuna benoycoBa->KaboTUHCKOro —
BOCCTaHOBIIEHME MAlTOHOBON KNCIOTHI
B MPUCYTCTBUN NOHOB LIEPUS

benoycos, b., I1. (1958). Ilepuoanuecku ASMCTBYIOIIAS PEAKIUSI U €€ MEXaHU3MBEL.
COoopHuK pedeparoB O paauaoHHon MeaunuHe 3a 1958 rog. Mockaa, ¢. 145.

« )KaboTtnHckmn A.M., KOHUEHTPpAUNOHHbIE KONebaHus.
M., Hayka, 1974, 180 c.



N3 ctaTbn benoycoBa

« Takoe 4yepeayrolieecst UBMEHEHME OKpackn OoT becuBEeTHOU A0
Xerntom n HaobopoT, HabngaeTcs HeonpeaeneHHo AOMro (Yac v
bonbLlie), ecnm cocTaBHblE YacTU peakUMOHHOro pacTteopa Obinu

B3SITbl B ONpeaeneHHOM KONMMYecTBe U B COOTBETCTBYHOLLIEM
obLeM pa3BeeHunN.

« Tak, Hanpumep, nepnoanyeckoe N3MeHeHne OKpackn MOXHO
HabntogaTte B 10 mn BOOHOrO pacTtBopa CrieayrLero cocrana:
nuMmoHHas kucnota 2.00 r, cynbdat uepusa 0.16 r, bpomaT Kanus

0.20 r, cepHas kncnota (1:3) 2.00 mn. Boabl oo obuiero oobema
10 mn».



