PacnpeneneHHble
cucTembl




YCTONYUBOCTb FOMOIeHHOro
(ogHOpOAHOrO No
NPOCTPaHCTBY)

CTauuoHapHOro
(NOCTOAHHOro BO BpeMeHMu)
COCTOSIHUA



YCTOMYMBOCTb TOMOIMEeHHOro CTaluMOHaPHOIro0 COCTOSHUSA
Ons ogHOro ypaBHeHUA B O4HOMEPHOM peaKkTope

(Tpybke anuHobl |)
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YCTONYNBOCTb — 3adagnm ac /%C
Malnble OTKITOHEeHUs ET Ar:

3agagnM CUCTEME HeKOTOpoe Bo3MylleHune r), m.e.
sblbepeM 6 Kauecmee HAYAIbHOU (QYHKYuu 6 >mou 3aoaue
@yuxyuio, oauskyio k Cy:

C(0,r)=C,+ 5(n); ‘§(I’)‘ << 1 Maroe oTknoHeHue

[yctb C (t, r) — peweHue 3adadqu ¢ makou HadarnbHoU hyHKUUeU.

[Mpu manbix &r) gpyHKkyus C(t,r) moxem 6bimb npedcmasrneHa 8
guoe:

Ct,r) =Cy(r) + At r).

Bonuan C,(r) HennHenHyo MYyHKLMIO
f(C) MOXHO npubnusanTb NUHENHOMN
doyHKUMEN, NCNOMNb30BaB MNepBbIN YneH _

pasnoxeHus no C B pagy Tennopa: C—-Cy=4(tr)

f(C)=1(C))+ 1(C,)(C~C,)



YpaBHeHue ans o€ _tc)+p2C
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OCTaeTCcsl ypaBHEHME AN OTKNOHEeHUN
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as(t,r) o°5(tr)
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PelwieHune
NIMHeapmn3oBaHHOM
3aJavun

+ £ (Co)o(t,r)
f/(C,) = A= const

as(t,r)y o°6(t,r)
Ot ore
PelueHve vwem B Buae 5(t r) Z a (t) COS—— k

Ons kaxxgoro k nonyy4nm ypaBHEHUE:
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YpaBHeHUe Anga OTKNOHEHUU BO
BPEMEHU
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Cuctema ycunmeaeT BKnagbl
HU3LLMX rapMOHUK (MOZ,) 5(1:, r) — Z ak (t) COS T
k=0

f’(CO)I2
Di?

Homep HauBbICLLEN He3aTyxatoLen rapMOHUKU
Tem 6ornblue, YeM ONIMHHEE peaKkTop U TeEM
MEHbLLE, YeM BbilLe 3Ha4YeHne KoadpuumeHTa

andpdysmn.
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He3aTyxa+ou_u/|e rApMOHUKN, pa3BNBaACb, MOTYT
npmnBoanUTb CUCTEMY K YCTAHOBJ1EHUIO
NMPOCTpPaHCTBEHHO HEOOAHOPOAHbLIX ANCCUTNMAaTUBHbIX
CTPYKTYP UJin aBTOBOJIHOBbLIX PEXNMOB.
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[1Ba ypaBHeHUS
pea KL',MH"EI'M(*)be3I/IFI AnaH ThlopuHr

1912-1954

Cospgaternb «MawuvHbl TblopuHra» -
abcTpakTHOe BbIYUCINTENBHOE YCTPONCTBO

1 e\
(1936) OX O°X
—=P(X,y,r+D,—
Pasragan Hemeukuin kog Enigma ot or
., ! oy Y
UneH komaHabl, co3aaBLUel NepBbli —=0(X,y,r)+D, —3
9JIEKTPOHHLIN KoMMbloTep B MaH4ecTepe ot or

BCKOpe nocne 2-u MMpoBON BOWHbI

AnnaH TblopuHr.
TecT TblopuHra XMU4yeckmne ocHoBBbI
MopdoreHesa. 1952

A.Turing. The chemical basis
MoryT ycTaHOBMTbCS CTPYKTYpbI, KOrda O4HO BELECTBO —  of morphogenesis.

6r1M3KoOEenNCTBYIOLLNIK akTUBATopP, Phyl. Trans. Roy. Soc.
a Apyroe — fanbHeaeiCcTBYOLLMIA MHIMBUTOP. (London) v.237, p. 37-72



[1Ba ypaBHeHUA
peakuna-gnpddysuna

X :
A X
P (X, ¥)+ D, pY.
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IlnHeapunsoBaHHbIE YpaBHEHUSA

é’g 5;25
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PelweHne nMHEeMHOn cuctemsbl
nwem B BUAOE:

g(t’ r) — Ae pteikr’
n(t,r) =Bef'e™

k

K — gonnosoe uucijo, «vacmomay no npocmpancmey



ypaBHeHI/IFI OJAa aMmrJsinTy
A(p-a+D.k?)-bB=0

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



[lncnepcmoHHoe ypaBHeHUE

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

a+d—(D, - D)k’ + Jla—d —k*(D,—D,)J +4bc

P12 = 5

Otcrona uieM pP- 3HaK JIEMCTBUTEIBLHON YaCTA KOTOPOTO ONPEAETACT YCTOMUUBOCTh

E(t,r) = Aefe™,
n(t,r)=BePe"



Rep, 111 g X O°X
| E:P(x,y,r)+DX 2
|
N A oy
! % E:Q(X,y,r)_'_Dy érZ

PasnnyHbie Tunbl
3aBUCMMOCTU
JENCTBUTENbHOW YacTun
KOpPHEW OMUCNepCUOHHOro
ypaBHEHNS OT BOJSTHOBOIO
ymncna k

— v w— w— v— e ———— -

K, — BOTHOBOE YHUCIIO, TPU KOTOPOM CHCTEMA
CTAaHOBHUTCSA YCTOMYMBOW K TAHHOMY BUILY
BO3MyIIeHUH; K, — cucTtema tepsier

I11 | I11 YCTOUYHMBOCTh K TAHHOMY BUJY
k BO3MYILIEHHIA; Ky — mepexos u3 odnactu
| 0 - K0JIEOATEIbHON HEYCTOMYMBOCTH B 00J1aCTh
| YCTOMUYUBBIX KoJieOaHuii; K, — mepexon
: KOJIEOATEIIbHON CUCTEMBI B
: OeckonebarenbHy0; K; — mepexox u3
00J1aCTH HEYCTOWYMBOTO y3J1a B 00JIaCTh
0) e) CeIIOBOI HEYCTOMYMBOCTH




3aBNCUMOCTb pearibHOM YacTu CODCTBEHHbIX YMCEST OT
BOJTHOBOrO Yucna And cuctemMbl ABYX YpaBHEHUU C
ondodysnen. HeyctondmBocThb ThlOpUHra
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[TpocTpaHCTBEHHO-BPEMEHHbIE PEXNMDbI

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



XMun4eckme peakymm — 6a3oBble
MOAENWN MNPOLIECCOB B aKTUBHbIX
cpenax

* bproccenartop
« A>X 2X+Y—>3X

« B+tX-2>Y+C X=2R

I"Hukomuc, W.ITpuroxxkun. Camoopranu3anysi B HEpaBHOBECHBIX
cuctemax. M., Mup 1979

G.Nicolis, I.Prigogine

Self-Organization in non-equilibrium systems.

From dissipative structures to Order through fluctuations. 1977



Cuctema ypaBHEHUN
«bptoccenaTop

Ecnu koneunbie npoayktel C U R ynanstorces u3
PEaKIMOHHOIO IPOCTPAHCTBA, a cyocTpar A
HaxoaurTcs B u30bITke, K , =K , =k , = 0. Ilycts
TaKKe k_2 = (. 3gaueHusa OCTAJILHBIX KOHCTAHT
ITOJIOKAM PABHBIMH CIWHMUIIC.

%=A+XZY—(B+1)X

dy 2
azBX—X Y. KA



Knaccuyeckne moaenu.
bproccenartop.

da30BEIl TOPTPET CUCTEMBI OproccesiTop pu B>1+A (a) n
B<1+AZ (6).



[lnccmnatmBHble CTPYKTYpPLI B
«pacnpeneneHHomMm bproccenatTope»

OX GZX

E—A+XZY (B+1)X +D,

¥
s
‘ 2
: i %zBX—X2Y+DyZ:Y2
i r
'P- 1
-

0,' % ol X — aKTuBarop,
X ¢ P %0 !
st 1 s - Y - UHrMGuTop
4t ‘A /i@ y
sk 4 3F Ycnosue BO3HUKHOBEHUA
2 4 2 1 CTPYKTyp:
1 1 7

. /B2
0 as 1 0 0.5 ! D (1— B)

[MpuroxvH, Jledesp, 1971




BewectBo B paBHOMEpPHO

pacrnpegerneHo no obbemy, a
KOHLEeHTpauua sellectea A
nogaepXuBaeTcs NOCTOAHHON Ha

rpaHuLe,
2
ﬁ:A—I—XZY—(B-I—l)X‘l‘DXO/) z(,
A 74
2
%:BX—X2Y+Dy2Z,
2
D Ph oere
Aa X
st B=25 J
A(0) = A(l) = A %
5__ =
-
0 0,5

[TapameTpsl cuctemsl: DA = 0.026, Dx = 1.052-10-3, Dy = 5.26-10-3
(B)-B=25

1

,1=1,(d)-B=7;(06)-B=12;



[ IpOCTpaHCTBEHHO-pacnpeaeneHHbIn OproccenaTop C
3apsXKEHHbIMU KOMMOHEHTaMM.

A.W.JlobaHos, T.HO.MntocHuHa, T.K.Ctapoxunosa, [.HKO.PnsHmnyeHko, A.b.PyouH.

BrninaHue anekTpnyeckoro nongd Ha NpPoCTPaHCTBEHHO-BPEMEHHbLIE CTPYKTYpPbI B
cucrteme «Peakuusa-gudpdysmar». buodusmnka 2000
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Cxema cuHTe3a ABYyX epPMEHTOB
XKakoba n MoHo. ['eHeTn4yecknm Tpurrep

Reg-1 0, G,
| —— i i i
% m PHK,
dR A u E
= — a 1
dt B, +PS hh p < S
1
P, _ A
dt  B,+p" 2 P, < S,




da30BbI NOPTPET TPUITEPHOU
cuctemobl 2Kakobdba n MoHo

X 1A

dx, L,
dt  14+xJ




CTpPYKTYypbI B
pacnpenerneHHoM Tpurrepe

Xako6a u MoHo Mogers &4 __hL
[1.C.YepHaBckoro v ap. ot 1+x
ox, L,

ot 1+X

Xy, Xy ‘o %,

(
aqa) £



KonebaHusa B rmmkosunse

Axmueayus

\
[[1] > 6D OID —>

x) v

ax _ > Y
dt (K, +x) (K, +)
dy X y y

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



daz3oBble NOPTPETLI U =%
KUHEeTMKa e e

E: _l+ry

YA

VA Monens rukoau3a (8.10).

KuneTnka naMeHeHu
KOHIIEHTPalUU

bpykTo30-6-ocdara (x) u

2)
S Xa t (bp}’KTOBOI[I/I(l)OC(i[)a’Ea ()
» (cnpasa) u (ha3oBbIi
MOPTPET CUCTEMBI (CIICBA)
> IIPU Pa3HBIX 3HAYCHUAX

napaMeTpOB CUCTEMBI,
YA XA a - 0eckojieoareIbHbIN

nporiecc (y3en Ha Gpa3oBoi
maockocTH), o = 0.25; r = 1.
6 2 — KoiebaHus ¢

IMOCTOAHHON aMIUTUTYI0U U
tazoit (mpeaeabHBIN [TUKIT

M Ha (a30BOM MJIOCKOCTH),

a=8;r=0.5.

~V
=N

=Y
»

~V



CTpyKTYypbI B
romoreHare
OpOXOKeu
PacnpepeneHHas
CUCTeMa TIKOINS.

A-F -
nocriegoBaTelibHbIE
MOMEHTbI BpEMEHN

2
Q:l— +DX8—)2(,
ot
2
O gy x- 2t |1p &Y



Apwvw XaHc (Driesch Hans
Adolf Eduard, 1867-

1941) - HemeuKun Brorsor,
ambpuonor, dunocod.

YyCTaHOBWI1 CyLLECTBOBaHME
«9MOPMOHArbHbIX perynauumny.
OH nokasarn, 4Tto nocne
9KCNepPUMEHTAasrIbHOro
HapyLlEeHUs1 CTPYKTYpPbI
3aponblwia B pesyrnbsrare
MUKPOXUPYPrM4eCcKoro n3batus,
aobasneHnst nn nepemMeLLeHmns
ero matepuarna opraHusm
BOCCO3a€ET CBOK CTPYKTYpPY

Moaenwu
MOpdooreHesa

N'ypBuy AnekcaHap NaBpunosuy (1874-1954) —
PYCCKUK COBETCKMIA BMonor, asTop TPy4oB Mo
uuTonoruu, amoépuonoruu, buodusuke,
TeopeTndeckon buonorun. Bnepsblie BBEN B
aMBPMOSIOrno NOHATUE MOPPOreHETUYECKOro
(buonornyeckoro) nons

MopdoreHes - kackag MOPdOreHeTUYECKNUX aKTOB
EonHoe mopdoreHeTndeckoe nosie 3apoabila
nogpasgensieTcs Ha MHOXeCTBO
MOpPdOreHeTU4YeCcKnx rnosieun.

Kaxxgbin n3 MopgporeHeTU4eCKnX akToB BKNKOYaeT
«NPOCTPaHCTBEHHYIO pa3MeTKy» obnacTu, T.e.
reHepaumuto NPOCTpPaHCTBEHHON MHOPMaLMN,
KOTopas 3aTeM OUKCUpPYeTCs B COOTBETCTBYIOLLEM
aKkTe anpdepeHUNPOBKU KITETOK.



Mopenb [ ngpbl [ npepa v
MaunHxappa

|
\"

-l - e -
Pra = =y

'mapa (Hydra) — npocTon XopoLlo U3y4eHHbIN NpakTUYeCckn O4HOMEPHbIN OpraHn3m

Yxe paHHue onbITbl Tpambre (18 Bek) nokasanu, YTo Npu pereHepaumm CoOXpaHaeTCs NONSPHOCTb
dparmeHTa. Ecnn paspesatb TeNO ruapbl NONEpPEK Ha HECKOMBKO LUINHOPUYECKUX dparMeHToB, TO Ha
Ka)KOAOM M3 HUX Bnuxe K ObiBLLEMY OpanbHOMY KOHLY pereHepupytoT rmnocTom 1 wynanbeua ( «rosiosay -
oparnbHbI KOHeL, Tena), a bnnxe K 6biBLIEMY abopanbHOMY NOMCY — nogoLuBa («Horay).

[Mpu aTOM y Tex pparmMeHTOB, KOTOpPble pacnonaranuck brivxe K «ronosey, bbiCTpee pereHepupyeT

«ronoea», a 'y pacnoJsiaraBLUnXcA onnxe K «Hore» — «Horay.



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

OA % A

T F(A.B)Y+D

ot ( ) A or?

oB o°B

2 _G(A, B+ D

ot ( ) 5 or?
k,A2

F(AB) =k —kA+=

G(A B)=k,A2 —KB.

A — akTnBatop, 6bicTpo cnagatrowasa d-uus

B -nHrméutop

B npouecce pocta rmapbl YypoBeEHb
NHIMONTOPA CTAHOBUTCSH HU3KUM, U
BKITHOMAETCSH HOBasi akTuBaLus —
BO3MOXXEH HOBbIN UCTOYHUK «OfOBbI»

«— Activator
l Inhibitor

Position —>

AkTtuBartop ronosbl — nentung n3 11 ammHokucnort (pGlu-Pro-Pro-Gly-Gly-Ser-
Lys-Val-lle-Leu-Phe), akTUBHbLIN B MMKOMOSIAPHOW KOHLUEHTPaUNM.
NHrMOnTop «ronoBbl», akTUBATOP N UHIMBOUTOP «HOMM» TaKXe ABNSAKTCSA

nenTngamu



C canta H. Mainhardt = B T

Inhibitor

Position —»

HOla rornoBa
A corrpletely symimetrical After washing out DAG, and a newfoot appears in the
situation may arise the compentence returnsto normal.... centre




[lepeBoa 1 Toma

BUIODU3IUKA
MATEMATUHECKASA BUNONOIrnA

[Dkenimc Mroppeii
Oxevimc [1. Mioppeit — npodeccop YHU-
pepcuTeToE BawuurtoHa w Okcthopga, uned
KoponeBckoro Hay4Horo obweciea Benuko-
OpUTaHIA W UHOCTPAHHEIT YieH DpaHLy3cKon
AKageMuM Hayk, WMeeT MOYEeTHLIe 3BaHus
MHOTNX YHWBEpPCUTETOBR mMupa. Astop Oonee
200 HayuHbiX CTATe W HECKOMLKWUX KHUT
ocHoBatens U gupekTop Llentpa marematnye-
cKkon Ouonorun yHueepcuteta 8 Okcdoppe.

MATEMATUYECKAS
bUOJIOINsd

MATEMATUYECKAS BUOJIOIUs

xenmc Moppen



Packpacka 1mKyp »XUBOTHBIX

Habnoaaemasn packpacka LUKYpbl )XKMBOTHOTO,

Hanpumep, 3e6pbl N Nneonapaa, onpeaenseTcs
OCHOBE pacrnpefeneHnaMmn XuMn4ecknx BeLLecTB, KoTopble
3akriagblBaloTCs Ha CTaaum amopuoreHesa B TeYeHue nepBbixX
HeJenb pasBuUTUS 3apoabllla.

[Tpy 3TOM reHeTU4YeCcKn 4ETEPMUHNPOBAHHbLIE KIETKN —
MeriaHobnacTbl — MUIPUPYIOT K NOBEPXHOCTU 3MOPUOHA U
npeBpaLllarTca B crieymanm3npoBaHHbIe MUTMEHTHbIE KINETKU —
MeSlaHOUUTbI, KOTOPbIE pacrnosaratoTcs B 6asanbHbIX Cosix
anugepMuca.

Packpacka BonocsiHOro nokposa onpeaensiercs MenaHoumMTamu,
MPUHOCSALLIMMMK B BONOCSAHbIE DONNUKYIbl MENaHWH, KOTOPLIN 3aTeM
NOoCTynaeT B BONOChI U onpeaensieT ux LBeT.

He3aBuCcMMO OT BMOXMMUNYECKNX N KNETOYHbLIX AeTanemn npouecca,
Onst MoAernMpoBaHMS BaXKHO, YTO XapaKTePHbIW pa3Mep LBETOBbIX
HEeOOHOPOAHOCTEN 3HAaYNTENbHO BosbLUe pa3mMmepa OQHOM KNETKW.

Hanpumep, n3BecTHo, YTO pa3mMmep natrepHa amopumoHa,
COOTBETCTBYHOLLEro dyayulemMy NATHY Ha LLUKype neonapaa,
coctaensgeTt okosio 0.5 MM B gnameTpe, YTo coctaBndaeT okono 100
KNeToK.




Monaenu, onucbiBarowme
pacKpacKy LUKYp

ou o°u uv

E—f(U,V)‘FDu?, h(U,V): p .
] 1+u+ Ku

v _ (u,v)+D o

o oW ' or?

3nech U, V — 0e3pa3MepHbIC
f(u,v)=a—-u-h(u,v), KOHILICHTPALMU «MOP(OTCHOBY,

a, b, o, p, K — nmoioxurenpHbIe
g(u,v)=a (d-v)—h(u,v) apaMeTphl.



Mopagenu packpacku LLUKYyp




PucyHok 3aBUCUT OT oopMbil
pasmepoB

—

A, G

—g

N

A ) g %" N7




NNeonapaunxa c oeTbMu




a — oopmmpoBaHmne Nonoc B OCHOBAHUN HOTM
3ebpbl; 6 — pesynbTaTbl MogenmpoBanusa (Murray,
1993)




BrnvsHue pasamepoB Ha MOAeNMPYMbIE CTPYKTYPbI
packpackun ang obobLeHHoNn dopMbl XKUBOTHOIO

YBennyeHune pasmepoB npu UKCMPOBaAHHbIX OCTanbHbIX NapaMeTpax gaeT

nopasutenbHoe pasHoobpasune CTPYKTyp. PeakumoHHO-anddy3noHHas moaernb
cornacyetcsl ¢ TeMun HabngeHUs MU, YTO ManeHbKNE XXUBOTHbLIE, Takne Kak

MbllWN, NMEIKOT PaBHOMEPHO OKpalleHHbIE LLUKYPbIl, 2KUBOTHbIE MPOMEXYTO4YHbLIX

pa3MepPOoB - y30p4aTble WWKYPbl, a OKPaCKa KPYMHbIX XNBOTHbIX, TAKUX KaK CJIOHHbI,
CHOBa oA4HOPOAHAa



CTpyKTYpbI TbropMHra

Jsint i felsls
Oa 10

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).
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PeakunMoHHO-ONdPy3noHHbIE MOAENM NO3BOSIAIOT BOCNPOU3BECTU CaMble
npuYyaonmnBbIe Y30pbl, BCTpeYarLwmnecs B XXnUBon npupoae. Ha kaxgon potorpadmm
crieea — NPUPOOHbIN OOBLEKT, cripasa — UMUTaLUUA ero OKpacku Npu NoOMoLLmM Moaenm
TetopuHra. N3obpaxxenune 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
pacKkpacku pblobl-3e6pbl
doopmmpyeTca YepHbIMU
MUIMEHTHbLIMMW KIETKaMU
(MenaHodopamu) 1 KenTbiMU
MUIMEHTHbLIMMU KIETKaMu
(kcaHTOdopammn). PucyHok
obpasyeTca B pesynbrarte
B3aMMOOENCTBUS ATUX KNETOK.
(A) MenaHogopbl ABYX YEPHbIX
NosioC yaaneHbl C MOMOLLbHO
nasepa, 3anucaH npouecc
BOCCTaHOBNEHNSA PUCYHKA.

(B) Cumynsauma npouecca ¢
NOMOLLbIO MOZeNn Tuna
TblOpUHra



[Manbubl nepegHen KOHEYHOCTU HOBOPOXAEHHbIX MbILAT C pasHbiMM Habopamu
OTKIMOYEHHbIX reHOB-perynatopoB. Criega 88epxy — HOPMasibHbIM MbILLOHOK (KOHTPOJSIb).
Ceepxy 8HU3 YMEHbLLUAETCS aKTUBHOCTb curHanbHon cuctembl Sonic hedgehog/Gli3,
c/iesa Harpago — oTKNYarTca reHbl Hoxal3 u Hoxd11-13. KpacHbiM ugemom
OTMeYyeHa KOCTHad TKaHb, CUHUM — XpsiLLieBas

Hoxal3 +/+ +/- +A
Hoxdll-13 +/+ +/-
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Hoxal3
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YBesnimyeHune ymcna nanbLes
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YMeHbLIeHne 403bl XOKC-TeHOB

Mouse
fingers

dopmupoBaHue
nanbueB y
MbILLNHbIX
9MBPMOHOB C
pasHbIMU
KOMOUHaLmMsamMu
BKINIOYEHHbIX U
BbIKMOYEHHbIX
reHoB-
perynsaTopos.
BHu3y nokasaHbl
pesynsrarbl
MoAdennpoBaHug
3aKnagku
nanbueB y
Mblwen Gli3—/—
Ha OCHOBE
MexaHn3ma
TblopuHra



Dictyostelium
discoideum
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CNM3EBUKOB arpervpyot bnarogaps

@ D AU _V(Z(g g )4qu). BonHam LAM® B cpefe,
ot . 0 cosfaBaeMoii CaMMMK KneTkamu.
V - KOHUEHTpauums xemoaTrTtpaktaHta UAMO® _
Polezhaev et al., 1998; 2005

g - KOHUEHTpauns peLenTopoB

U - KOHLEHTpaLUus KNeTok.
OnHamuyeckne moaenu NpoLEeccoB B KNeTKax U

CyOKneTo4HbIX HaHoCTpykTypax. Nag. PX 2010



Moaenu
arperaymn amet

HavanbHbIW 3Tan arperaumm

KoHe4HbIW aTan arperaunm

KoHueHTpauusa uAMP [11OTHOCTb CNMN3EeBUKOB

[Monexae A.A.MexaHnambl Buonorndeckoro mopdoreHesa. B kHure: [inHamunyeckme
MOZESM NPOLIECCOB B KIleTKax N CyOKNeTo4HbIX HaHOCTpyKTypax. N3g. PXO 2010



[TpMepbl CTPYKTYP B KONoHUAX baktepun E. Coli, B
akcnepumeHTtax byapeHe n bepra (Budrene, Berg, 1991)

E. Coli obnagaloT xeMoTakCUCOM K acnapTtaTy, CEKpETUPYEMOMY B cpeay
KrneTkamu

paanaribHO BbICTPOEHHbIE MATHA paanaribHO OPNEHTUPOBAHHbIE MOJ10CbI



