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Bua doyHkunm C(f) B 3aBUCMMOCTU OT BPEMEHMU
B OUKCMPOBAHHbIX TOYKaX NPOCTpaHCTBa .
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[MpogormknTensHOCTL Nar-nepuoga dyHkumm C(f) 3aBUCUT OT KoopauHaTtbl r*. Kak
Tonbko Gnarogapsa anddy3nn mansle, HO KOHEYHbIE KOHLIEHTPaLUUKU AOCTUITIN TOYKK
r* , 30ecb HaYnHaeTcsa 6ypHbIn pocT C A0 3Ha4YeHnn, bnNnUsknx K eanHule, B

cooTBeTcTBUM C pyHKumen f(C).



[Tpodounb pacnpocTpaHAoLWencs BOSHbI B pasHblie
MOMEHTbI BPpEMEHH

YpaBHEHHE MOXET e 2 C

MMETh PELICHKE B BUIE Py D 57 J(C)
BOJIHBI

[IpenenbHas CKOPOCTh _ 2 \/ D fr ( )
pacIpoCTpaHECHUS ﬂ“O IR 0
(bpOHTA BOJIHBI OnpepgeneHHble KOHLEHTpaUun Ha PpoHTE BOJHbI

MOTYT pacnpoCcTpaHaTbca bbicTpee, YeM B xoae
Anpdy3nm
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* [lpepenbHasa dopma KpMBOW NIOTHOCTU gaeTcs peeHnem
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« obpawarwmmcs B Hysmnb Npu Z = + oo U B eanHnLy npn Z = — .

« Takoe peweHune V (Z) Bcerga cyLecTByeT U eUHCTBEHHO, C
TOYHOCTbIO 0 npeobpasoBaHnsl, He MeHsLWeEro gopmy
KPMBOW.

* YpaBHEHME MOXET ObITb MNOMy4YEHO, ECIN UCKaTb PeLleHne
YpaBHEHUA pacnpoCcTpaHeHns BOSHbI B popMe:

« C(t,r) #V (r— At) — aBTOBONHOBAA
nepemMeHHas
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buonornyeckas cucrema

Ambrosia artemisiifolia L. Zygogramma suturalis F. [1.6.H. O.B. KoBanes
XIX Bek — EBpona 1978 — CraBpononbckuvt kpan  (3UH PAH, C-Metepbypr)

B 1910% — Or Poccum 1984 — CeBepHbin KaBkas
B 1940% — B3pbIB MHBa3un 1989 — NaneapkTunka
¢ 1980* — HbIHELLIHWI Nepuoa,

ABTOp 6nomMeToAaa
noaasfieHns aMbposnu
MOJTbIHHO/INCTHOM




AMOpo3nsa - ambpo3neBbIN NUCToE

-‘-.-- -l

200 cm B ONnHY
PacnpocTtpaHsieTcd
TOSNIbKO CEMEHaMM
(Oake BOCKOBOM
CMNenocTu)

wi

« AMOpo3usa nonbliHoNUcTHas (Ambrosia artemisiifolia) 6bina 3aBe3eHa
B Poccuio B copokoBble rogbl 20 Beka BO BpemMda Bernunkown
OTevecTBEHHOU BOWHLI BMECTE C aMepUKaHCKUMMU
NpPO4OBOMLCTBEHHbLIMWN NOCTaBKaMu 3epHa. «4yxomn» ana Poccuu
B1A ObICTPO pacrnpoCcTpaHUncs no OrpoOMHbIM TEPPUTOPUAM
Esponeinckon yactn CCCP, B 3akaBka3sbe, KazaxcTtaHe,
[Tpumopckom Kpae. AMOpO3us 3arnywaeT NnoceBbl KyNbTYPHbIX
pacteHun, He nmeet B EBpone 1 A3nm eCcTeCTBEHHbIX BpeauTereu,
He noegaeTcd O0NbLWMHCTBOM TEMMOKPOBHbIX XXMBOTHbIX, NbiNbLa
ambpo3nn Bbi3biBAa€T MAcCOBYIO anfepruto y niogen B neTtHee
BpeEMA.
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32COPEHHOCTb arpoLUeH030B B KOHUE TZ0xX /.

KabaukoBoe none (CtaBponosnbckmi kpan, ¢poto O.B.KoBanéga)
[1NOTHOCTb CeMsH aMbpo3nn B noyse — Ao 24000 WT. Ha KB.M.
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PacnpocTtpaHeHune
amMbpo3neBoro nucroena

» [lonocaTtbIn XyK — ambpo3uneBbIn NNCToE

(Zygogramma suturalis), aBnsieTcs
€CTEeCTBEHHbIM BpeaAnTenieMm amoposum B

Amepuike.

[MepBbin Bbinyck B 1978 T. B
CTaBponoribCKOM Kpae.

B 1983 . — 0o 5 tbic. ocoben Ha 1 KB.M




[TonynaunoHHas
BOJTHA

HaudnHasa ¢ TpeTbero NoKoneHus Xxyka
rpaHuLbl paspacTtarLlencs nonynaumm
MOXXHO 6bIfno onpeaenuTb No 30HaM
BbICOKOMW MSIOTHOCTU NucTtoeaa. An
30HbI NpeacTaBnsanm cooon
HernpaBuIIbHOW POpPMbI KpYyru, npuyem
NOSIOXKeHMe 30H BbICOKOM NIIOTHOCTU B
TeyeHne ce3oHa ocTaBasiocb < ,
JoMKCMPOBaHHbBIM N U3MEHSOCH JNLLb B - ] b £(c)

cnegywwem ce3oHe

HaunHasa ¢ cegbmoro nokoneHus Obina 3aperncTpupoBaHa yeauHeHHas
NonynsiLMOHHas BOSHA, ABMXKYLLIASACHA C MOCTOSAHHOW CKOPOCThLIo 6e3 i [1'
n3MeHeHunss opMbl. B y3kol nonoce permctpmpoBanach Ype3sbl4anHo Co <
BbICOKas! NNOTHOCTb HACEKOMbIX — 40 5 ThIC. HA 1 KB. M. B Tbiny BOJHbI

ambpo3ns OKa3bIBAETCS MOMHOCTBIO0 YHUYTOXEHHON, ABUXKEHNE HAaNOMUHAnMo
pacnpocTpaHeHne CTenHoro noxapa. CKopocTb ABUXEHUS BOMHbI COCTaBnsna

3 Mm/cyT. DopMmnpoBaHme BOrHbI MPOUCXOANMNO Ha BCEW TEPPUTOPUN apeana

BpeauTens no




Mopaenb pacnpocTpaHeHUs

amMbpo3neBoro nucroena
an 82 @2
—=DAn+V(BVp)+ f(n) A = +
ot \ ox’> oy’
a_p — _An, HanpasneHHoe %, %,

BUXKEHWE V = +
ot ) ox 0y

OTnnyme oT XMMUYECKUX CUCTEM

N - YACNEHHOCTb XYKOB
f(n) — N3MeHeHME YNCNEHHOCTU XKYKOB 3a CHET POXOEHNA U CMEPTHOCTM.

B — k03 PuumneHT adoekTUBHOCTM Nomncka nuiu, p(r, t) — nNoTHOCTb ambposunn.

A — KONnMYecTBO KOpMa, NoegaeMoe OfHOM 0COObIO B CYTKM

Kosanes O.B. n BeuepuH B.B. Onncanme HoBoro BonHOBOIo npoLiecca B
NoNynsaUnaxX Ha NpMMepPe MHTPOAYKUMN U pacceneHnst ambpo3neBoro
nucrtoena Zygogramma suturalis F. (Coleoptera, Chrysomelidae).
OHmomor. obospeHue 65(1): 21-38, 1986



[TonynaunoHHas
BOJTHA
amMbpo3neBoro
nmcroena

K3
M2
800
Y%
100 BonHa ambpo3aneBoro nuctoeaa, kpusas |, u
BOJIHa nopaXeHHoCTn ambposum (%), kpmBasd
80400 ll. 1 — pacyeTt no mogenu, 2,3 — gaHHble
aKCNepUMEHTAarbHbIX HabngeHumn
40}
AnekceeB B.B., Kpbiwwe .., CasblikmnHa T.T.
o dunanyeckoe U matemaTnyeckoe
0~ 0 +

I, MoaenmpoBaHune akocmuctem, 1992



OueHKa 3aCoOpeHHOCTH
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EID ] Shape* name 5 S _ambr dolya ambr
141 Polygon aneKcaHgpoBCKoe 30538 2457 0081787
2 | Pobygon ENHEaBETHHCEDE ooay 1216 0133818
13 | Polygon ENHEIBETOBCKDE 15024 692 0,04506
§ | Polygon 3afoHCKoe 23748 3023 0127285
17 | Polygon KarancHULkoe 2030 a7 0110481
7 | Pobygon EANHHOBCKDE 20716 2187 0105571
1 | Polygon KpACcHOCAGOBCKDS Jo47 408 0115027
10 | Polygon KpYINAHCKDE 14151 1544 0,109108
12 | Polygon kyrefcroe 30259 3482 0115073
4 | Pobygon EyNewoBcroe 6522 1341 0205612
11 | Polygon MaprapuToBCKDE 18220 2332 0127581
3 | Pobygon HOBOANEeKCaHOpOBCKDE 13450 1979 0147132
0 | Pobygon ofunbHeHCkDE 11481 1349 0117385
15 | Polygon oTpagHoe 19525 2414 0,123636
9 | Pobygon newkseckoe 21080 265928 0127329
3 | Pobygon POrOKHHCKDE 10267 1176 0114542
5 | Polygon camapckoe 17018 2110 01235878
16 | Polygon cemuBankosckoe 13518 1120 0,082852
| '.3

tmaf e .=:...... _' 2

[1O0THOCTb ceMsiH amMbpo3un B noyBe — OT 24 A0 127 WT. HA KB.M.

(KoBanes un ap. 2013, 2014; Kosanes, TtoTioHoB 2014; Apxunosa v ap. 2014)

OCTOBCKOW obnacT




[loneT nucroeaa

@ bBbicTpoe (B TeueHune 5-6 nokoneHmm) pa3BuTne CNocobHOCTN K NONETY

N3MeHeHMs akcMnaspHOro annapara,
BK/IOYAOLLME pa3BUTUE MbILLL, U
akeunnapHoelx ckneputos (Kosanes 1989;
Bpoackuin 1989; Kovalev 2004; Ap3aHoB
2012)

JleTarowmm noasua, Zygogramma suturall:
volatus Kovalev (Kosanes 1989; Kovalev 2004)

I ELV. Kowaley




TpeboBaHus K Moaenu

Q@ ABHOEe onncaHue NPOoCTPaHCTBEHHOW ANHAMUKU

@ PaccMmoTpeHune Kak cnydanHblX (GUJdPY3NOHHbIX), Tak U
HanpaBfieHHbIX NOTOKOB MONYNALMOHHOW NIOTHOCTH,
CTUMYNUPYEMbIX HEOOAHOPOAHOCTbLIO MULLIEBOrO pecypca

Q@ Y4yeT npoCTpaHCTBEHHOW HEOQHOPOAHOCTU MYyTEM BblAENEHUS
HENPUrogHbIX ANsl pa3BUTUA PaCTEHUN Y4aCTKOB

Q@ BO3MOXHOCTb OTCNeXmnBaHna NaMeHeHn reHeTn4Yeckou
CTPYKTYpbI nonynauun doutodara

Q@ Yuet adbdekta Onnum (Allee 1931; Stephens, Sutherland 1999)
B nonynauun putodpara

@ YHuBepcanbHOCTb, MPUMEHUMOCTb K NOAOOHbLIM CUCTEMAaM

O6beanHeHne Moaenu NpoCTPaHCTBEHHOIo noBeaeHus XuwHuka (FoBopyxXuH 1 ap.
2000; Arditi et al. 2001; TwoTioHOB 1 ap. 2002, 2009; Sapoukhina et al. 2003) ¢ aemo-
reHeTu4yecknmn ypasHeHmsmum B.A. KoctuubiHa (Kostitzin 1936, 1937, 1938, 1938a)




AP dektT Onnu
(Allee effect)

3aKOHOMEPHOCTb, COrfacHO KOTOpoW, 06beanHeEHE BUONOrnYeckmnx
ocoben B rpynnel (arperaunst), ¢ O4HOM CTOPOHbI, YCUINTNBAET
KOHKYPEHLNIO Mexay rpynnamMm 3a nNuLLEBbIE PECYPCHI U XKN3HEHHOE
NPOCTPaHCTBO, HO C APYro CTOPOHbI - YBENNYMBAET CNOCOBHOCTb
BbDKMBAHUS FPYnnbl 0CoOben B LLENOM.

[Tpn 3TOM Kak NnepeHaceneHHOCTb, TaKk HEAOHACENEHHOCTb —
NpenaATCTBYOLWWAaA arperaunm, MoryT CRy>XUTb NIMMUTUPYIOLLNMMU
doakTopamMmu pasBuUTUA.

B aHrnosiabl4HbIX NCTOYHUKAX 3TY 3aKOHOMEPHOCTb ODbIYHO
Ha3biBaloT «Allee effect» no nmeHn amepukaHckoro 3oorsora,
Warder Allee [1885-1955], onucaswero ee B 1931 roay.
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* Spatial dynamics of weed distribution
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BbiBOAbI

oMopenb BOCMpoM3BOAUT Kau4eCTBEHHYIO AMHAMUKY CUCTEMDbI
oYTB dutodara — kntodeBon dhakTop 3hdpeKTUBHOCTN BMOMETOAA
oYIB yckopwuno passutue nonerta nucroena Z. suturalis B Poccumn
o[ina popmupoBaHus YINB Hy>KHaA BbICOKas MSIOTHOCTb COPHSIKA
oYI1B ycunmBaeT KOHKYPEHTHOE BblITECHEHWE COPHSAKA KYJIbTypaMu

oKynbTypHble pacTeHnsl 3akpennsaoT 3PdeKT BOJSIHbI PuUTodara

YBI1 -
yeanHeHHas
nonynauMoHHas
BOJTHa




BonHa noroHn n berctea

Ok O°x
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HoBble nepeMeHHbIE
20, ¢,
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a, a,

Chow P.L. and Tam W.C. Periodic and traveling wave solutions to Volterra-Lotka
equations with diffusion. Bull. Math. Biology 38(6):643-658, 1976



PacnpegeneHne nnoTHOCTU NMonynauum
XULLHUKOB W XXEPTB B NPOCTPaHCTBE
(nepemeHHas x) (Chow, Tam, 1976)
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PacnpegeneHue nioTHOCTU NONynaunUn XMWHNKOB B

NPOCTPaHCTBE (X) B pasnnyHble MOMEHTbI BPEMEHMU B

cliy4yae marnon noaBuXXHOCTU XXePTB — BOSIHA MOrOHM
©2 4

t=10 t=15 t=20 t=25
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ManxoB XopcT

(Malchow Horst) — KOJ'Ie6aHI/IFI 7
HEMELKUN YyYeHBbIN, -
npodoeccop, I'IpOCTpaHCTBeHHbII/I XaoC
yHUBEpcuTeTa

OcHabpiokke. [lekaH e —
doakynereTa * :"\‘u XepTtBa, V — XULHWK

CJTOKHbIX CUCTEM BB X -

[TnoTHOCTE

[NloaBMXKHOCTM BNOOB

(koadphrLMeHTbI AUy 3nM)
OoANHaKoBbl (He TbHOPUHI)
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[110THOCT XHILIHUKOB

ToyeyHasa cucrtema

Malchow H., Petrovskii S.V., Venturino E. Spatiotemporal patterns in ecology and epidemiology:
Theory, models, simulations. Boca Raton, Chapman & Hall/CRC Press, 2008



Manblie BO3MyLLEeHUS
ONHAMUNYECKOU
CUCTEMbI B
NPOCTpaHCTBe AakoT

ANHAMWYECKUN XaoC

u(x,t) =u,,

v(x,0)=v, + [5(x —X,)+ 5].
0=0,01,&=0,0004, x, =0

a—t=500, 6 —t =1000, B — t = 2000
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Cucrema « XMIIHUK—KEPTBA»

200 400 600 800 1000 1200

200 400 600 800 1000 120

0

200 400 600 800 1000 1200
[IpocrpancTBeHHas KoopHHaTa

Petrovskii S.V. and Malchow H. A minimal model of pattern
formation in prey-predator system. Math. Comput. Modelling

29: 49-63, 1999



CucreMa « XHII[I—IHK-}KCUI’B& »

[1poCTpaHCTBEHHLIN
Xaoc

da3zoBbIn NopTpeT B Touke x=480 nocne Toro,

g w0 Ton Kak xaoTuyeckoe noBeAeHWe OXBaTUIO BECH
: apearn
u_,--. p
o
\Y 20,55}
Ug~ 200 400 600 800 1000 1200 =
¢) 14 , : : : : 5
19l T - 0,51 -
IR S - %
208 S0.45F |
206} =
=04t =
0.2} f_} 0,4} _
00200 200 600 800 1000 1200 5
[IpocTpancTBeHHas Koop/iMHaTa
0,35 F .
_ — _ — 033 1 ' ] { i \ i 1 i
a—1=500, 6 -1=1000, 0,12 0,14 0,16 0,18 020 022 024 026 028 0,30 0,32
B—t=2000 Cpennsis IIIOTHOCTH KEPTB

pacnpeneneHHon cucteme NpoLecchl NnepeHoca NPUBOAAT K XaoTmnsaumm
BedEHNA BCEN CUCTEMBbI



AQBEKTUBHOE YyCKOpeHue

aHarnorus ¢ MexaHmKon: He CKOpPOCTb, a YCKOpeHue
nepemeLleHns Tefnia NnponopuUnoHarnbHO JEUCTBYIOLLEN cuUne.

ov
“Z_kVN, k>0, B nHamBmayanbHbIX Modensx
ot V - ckopocTb
) B CTa€ XULLHNKOB NPOUCXOAUT BblpaBHMBAHUNE
oV .y ON 5 0°v BEMNYNHbI U HaNpaBNeHUsA CKOPOCTEN OTAENbHbIX
g i T axz > ocobei. ATOT apdPEKT ONUCHIBAIOT YNIEHOM
[ «andodysnm cKopocTeny.
ON _ N(—N) aNP_ 0°N
bl - v —,
Ot 1+ ahN Ox Tyutyunov Yu., Senina |., Jost C.,
OP aNP O(Pv) 0P Arditi R. Clustering due to
= —mP — + 5p 7 s acceleration in the response to
ot l+ahN ox ox population gradient: A simple
o ON 52 self-organization model. Am. Nat.

L s
- — 164; 722-735, 2004
8t Ox " O’ |
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[Mapagokc Guonorm4yeckoro
KoHTpOns — HU3KNE YNCNEHHOCTU
BpeauTens (XMwHuka) —
NPOCTPAHCTBEHHbLIE CKOMNEHNS
XepTBbl

Bbicokas NPOCTPaHCTBEHHAA aKTUBHOCTb

XULHMKa NO3BOSISIET EMY adanTUpoBaTbCA K
nenumnTty xepts
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a, 6 — k = 0.5 — HeoQHOPOAHbIN Nepuoguyecknn pexum; B,r — k = 1 — konebaHna crnoxHon dopmel; 0, e —
k = 1.5 - HeogHOPOAHbLIN xaoTuyecknn pexum. lpn k = 0 yCTOMYMBBLIA NPOCTPAHCTBEHHO OOHOPOAHbLIN

nepuoandeckun pexxum (Tyutyunov et al.,2004)



bunonorn4yecknm KOHTPOIb

[MpocTpaHCTBEHHAs Moaenb yaoBneTBOpsAeT TpeboBaHNAM,
npeabsaBnsgeMbiM K MOAENSIM OMONOrM4Yeckoro KOHTPOnS.

B cnyyae BbICOKOM NPOXOPSIMBOCTM XULLHUKOB U B Cllyvae OTCYyTCTBUS
HanpaBieHHOro Takcuca (MPUCYTCTBYIOT TOMbKO CriyvarHbie NepemMeLLleHmns
ocoben — A y3mns) B Mogenn CyLecTBYET HU3KMUIN MO YNCTIEHHOCTY
KepPTB, HO HEYCTOWYMBbIN CTaLMOHAPHBIN PEXMM M YCTONYUBBIN
OAHOPOAHbIN nepunogmnyeckuit pexxum CO ¢ BbICOKOM aMnIUTYL40N.

[1Nna ooCTaTOYHO BbLICOKMX 3HAYeHU KoadhdpurumeHTa Takcuca K
koniebaTtesnbHbIn pexkum CO CTaHOBUTCSA HEYCTOMYMBBIM, U BO3HUKaET
ycTonymBas HeogHopoAHada AnHamMmndeckas CTpyktypa Rk, B KOTOpoU
amnnnTyga konebaHnm cpegHUxX No apeany YNCneHHocTen Nonynsaunn
3HAYUTESIbHO MeHbLUEe aMnIUTyabl NPOCTPAHCTBEHHO O4HOPOLAHOrO
nepunogmnyveckoro pexuma CO

Taknm obpasom, cucTtemMa XULLHUK-XepPTBa CTabMnNnanpyeTcst Ha HU3KOWM
YUCNEHHOCTW NOMNYNSALUMN XKEPTBbI.



[1ATHaA NNOTHOCTK
B3aMMOOeNCTBYOLLNX
nonynaymmu

« XULLHKUK pearnpyeT Ha HeogHOPOOHOCTb
pacnpeneneHuns XepTs, U3MEHSIS CKOPOCTb CBOErO
OBWKEHUS B HanpaBreHun rpagneHTa ux ninoTHOCTHU,
NPOUCXOAUT arperaums nonynsaumMm XmHuKa. JocTUrHys
TOYKM MaKCUMarbHOW MNOTHOCTU XepPTB, XULHUK
3aMmegnseT CBoe ABWMKEHME, TaK KaK ero yckopeHume
MEHSIeT HanpaBlieHne Ha NPOoTUBONONOXHoe. Arperaums
XULLIHUKOB MPUBOOUT K NOKarbHOMY BbIMUPAHUIO XEPTB.

* B naTHax ¢ HM3KOM NMNOTHOCTLIO XULLHUKOB 0DpasyoTCs
rnokarnbHble yoexuLla, rae NnpoucxoanT PocT nonynaunm
KEPTB, U XULLHWK YyCTPEeMNSIETCS B HanpaBieHn BHOBb
00Opa30BaBLUMXCA CKOMSIEHUN



PacnpocTtpaHeHune
HepBHOro MMnNynbca
N aKTUBHOCTb

cepaua

AKCOH 9-OHEBHOW MbILLN

[ToTeHumnansl B cepaue



3aaava pacrnpocTpaHeHus
HEepPBHOIro MMNyrbca.

B OoTBET Ha CTyrneH4YaToe U3MEHEHNE HaNpPsXXeHUa BOONb MeMOpaHbl NpoxoauT
OOWNHOYHbLIN HEPBHbLIW UMMYNbC— NOTeHUWan 4ENCTBUSA, KOTOPbI ONUTCA
npumMepHO 1 Mc 1 pacnpocTpaHsaeTcs co ckopocTbto oT 1 go 100 m/c.

(M) |
- | dopma HepBHOIo MMMyrbca BO

gg BpemeHu. [MoTeHuman

70- | OTCUYMTbIBAETCH OT YPOBHSA

ol noteHuymana nokosd. 1o ocn x —
sl BPEMS B MC.
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Moaenb XoaouyknHa-Xakcnu

Hodgkin A.L., Huxley A. F. A quantitative description of membrane
current and its application to conduction and excitation in nurve // J.

A.L.Hodgkin Physiol. (London), 1952, v.117, p. 500-544.
dV
1) = CE i i = Ina e+l
2
L L =B g + 0 - B g+ (V ~ )8,

dn =a,(l-n)-f n, Kanvesbii TOK
dt
cz’l_n; —a (I—m)-B.m, HaTpueBblit TOK
% =a,(1=h) = p,h, e A..F.Huxley



Monenb duTuxbo-
Harymo

Fitzhugh R. Impulses and physiological states in
theoretical model of nerve membrane // Biophys. J., 1961,

v.1, p. 445-466. Punyapg ®dutuXsto
Nagumo J.S., Arimoto S., Yoshizava S. An active (FitzHugh Richard,
D : : 1922-2007)
pulse transmission line simulating nerve axon // Proc.
IRE, 1962, v. 50, p. 2061-2071.
MemOpaHHbIM NoTeHUMAn OcTarnbHble NepeMeHHble
du dv
—=f(w)-v+1,, —=bu—-yv,
dt dt

f(u)=u(a—u)(u-1).



[ naBHble Wy -vet, Y=y,

N3OKJTNHDI f@w)=u(a—u)u-1).

1 2 1 7]
v\z Au) >= Au)

Tpurrep

Bo30yaumbin anemMeHT

PacnonoxeHne rnaBHbIX W3OKMWH cucTteMmbl B crnyyae [, = 0 Ha dpa3oBoM
MNSIOCKOCTN U, V ONA pasHblX 3HAYEHUN OTHOWEHUA b/y. a — OQHO yCTOMYMBOE
ctaunmoHapHoe coctosiHue (0, 0), 6 — p[OBa YCTOWMYMBBLIX CTaLMOHAPHbLIX
coctosaHua (0, 0) 1 S2 n ogHo HeycToM4MBOE — cearo S1



Bo30yanmbIn SNeMeHT

b= bu N30Kn1Ha ropu3oHTanbHbIX
v kacaTenbHbIX
V‘ i
[
[}
]
[}
\\ "
\
v Iy C
D ! eycTon4mBas
]
! BETBb
]
]
Y 2 B
F g
e 1
S \ ‘u
0~ A Y
¢ \
( ) ! v=f(u)=u(a—u)u-1)
al i :
MN30KnuHa BepTUKanbHbIX KacaTernbHbIX
du dv
—=f(w)-v, —=bu-yv, [ =0
dt dt

fw)=u(a—u)(u-1).

-
h..‘--

©)

KnHetunka

Hapgnoporosoe
BO30OyXXaeHue



[ NaBHblE U3OKIMNUHbI CUCTEMBI

dutuxbro-Harymo

]Cl

Vv ' 0 O(Ia<-{1 v I1<Ia<12
V<S4S 0 N
I,
}1 i>o\t <0
74 0 N\ u
(@) A\ (6)
" Vv
I, > I
N Ss
1,
S
\51 >
0 0
\u \u
(8) (2)

#0

B cnyyasix a) v B) cTauMoOHapHOEe COCTOSIHME NOKasribHO YCTOMYNMBO, HO «BO3OYAUMO» B TOM
CMbICIEe, YTO NpU AOCTAaTOYHO B0MbLUNX OTKITOHEHNAX N30bpaXkatoLllasi To4Ka OnMcbiBaeT
TPaeKkTOpPUIO, COOTBETCTBYIOLLYIO OANHOYHOMY «MMNYynbCy». B crnyyae 6) ctaumoHapHoe
COCTOSIHME HEYCTONYMBO, BO3MOXHO CYLLIECTBOBAHME NpeaeribHoro uMkra n astokonebdanumn. B
cny4vae r) coctosiHne S2 — HeycTonumeo, a S1 1 S3 - ycTon4mBbl, MEXOY HAMU BO3MOXHbI
nepeknioyeHns



PacnpegeneHHas moaenb

dutuxbro-Harymo
du B @
E—f(u) v+la+D8x2
%:bu—yv "

b= 30

fw)=v(a—u)(u-1).
EVAWA-

[Mognoporosoe Bo3gencTemne

Hapgnoporosoe Bo3gencremne
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MopaenupoBaHMe npoL,eCccoB
BO30OYyXXOeHus B cepue

Cepaue — obbeMHaga cncrtema co
CJITO’)KHOM NPOCTPAHCTBEHHOW
opraHmsaunen, B KOTOPOWU Kaxkabln
9NEMEHT SIBNSIETCA NN rEHEPATOPOM
KonebaHnn nnu Bo3dyanmbim
9N1IEMEHTOM



YA}; MAPTMH
XEMCTAA

Cepaue —
KYNbTYPHbI
N HaYy4YHbIU
CUMBOIN




dopma lNoTteHunana dencreus
B pa3finyHbIX oTAenax cepaua

‘\ ACTION POTENTIAL

' 06



OKCNEPUMEHT: ONTU4YECKoe
KapTupoBaHMe anukapaga

Mechanical + Electrical activity COIa’ arrhythmza
electrical activity



MoaenupoBaHue BOJIH B cepnequw TKaHVI -
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AKkcuomaTtnyeckmne
Moaenu
BO3Oyanmon cpeabl
(H.BuHep, Po3eHbntoT,
['enbdaHg, LletnnH)

] N. Wiener

Wiener N. and Rosenblueth A. The mathematical
formulation of the problem of conduction of impulses in a
network of connected excitable elements, specifically in
cardiac muscle // Arch. Inst. Cardiologia de Mexico, 1946,
Ne 3-4, v.16, p. 205-265. N.M.'enbdaHa

fenbdana, U., M., , B. l'ypduHkens, C., , et al. (1963). "O
CUHXPOHM3aUMN OABUraTesibHbIX €ANHUL, U CBA3AHHbIX C HEHO
MoAernbHbIX npeacTtasneHnax." buodunauka 8(4): 475-486.

BuHep, H. n PoseHbntoT A. (1961). "lMpoBeaeHne nmnynbCoB B CEPAEYHON MbILLLIE.
MaTemaTnyeckas popmynmpoBka npobrnemMbl NpoBeaeHNs UMMNYNbCOB B CETU

CBAA3aHHbIX BO30YyANMBbIX 3f1IEMEHTOB, B YaCTHOCTWN B cEpAEeYHON MblLLe."
KnbepHetnyeckun coopumk NI 3.




e AKCMOMAaTUKA
BO3OyaUMbIX cpef

. 7

1. Kaxxgbl aneMeHT x MHoXecTBa X MOXET HaxoauTbCs B OOHOM U3 TPeX
cocTtosiHuK: nokon (free), Bo3byxaeHue (exited) n pedppakTepHOCTb
(refracted).

2. CocTosiHne BO3DYyXOEeHUSI UMEET HEKOTOPYIO ANNMTENBHOCTL T Pa3fNYHYIO,
BOOOLLE roBops, AN pa3HbIX X, 3aTEM 3fIEMEHT nepexoauT Ha BpeMsa R(x)
B pedopakTOpHOE COCTOsIHWE, MOCre Yero Bo3BpaLlaeTcsl B COCTOAHME
MOKOS.

3. OT Kaxxgoro Bo3by>XAeHHOro anemeHTa Bo3byXaeHne pacnpocTpaHseTcs
C HEKOTOPOW CKOPOCTbIO V MO MHOXECTBY HaxXOoA4sLWMXCH B NOKOE
9NEeMEHTOB.

4. Ecnn aneMeHT X He b6bin Bo30YyXXOEH B TEYEHME HEKOTOPOIO
onpeaerieHHoro BpemeHn T (x) , TO NO NPOLECTBUM ATOr0 BPEMEHN OH
CaMOMNpOn3BOSIbLHO NepexoauT B Bo30yxaeHHoe cocTosiHne. Bpems T(x)
Ha3blBaeTCA NepnoaomM CrOHTaHHOW akTUBHOCTM arieMeHTa X. [pefenbHbIM
ABSETCA criydau, korga T (x) = oo, TO €CTb CNOHTaHHAas! aKTUBHOCTb
OTCYTCTBYET.



PeBepbepaTtopbl
(cnupanbHbie BOJIHbI)

Poe * 0.9
’00’0’0’%0’0’0‘0’
Sttt e *
IS IITHK DO
0o son e
et tu e

()

BonHa Bo30yxaeHust naet
CBEPXY BHU3;

YepHbIM NMoka3aHa
BO30YyXOeHHaa cpeaa,
LUTPUXOBKOUN — pedpaKkTepHas
cpena;

ceTkon (Ha A) — HeBO3GyaANUMBIN
y4acTOK cpeabl, KOTOPbIN
cTaHoOBUTCS BO3byaAuMbIM (Ha b)
KaK pa3 B TOT MOMEHT, Koraa
MMMO HEro NPoOXoauT BOSTHA
BO30OyxaeHusi. B—E—
OanbHEULUMX X0 BOMHbI NpU
BO3HMKHOBEHUU
peBepbepaTopa.




CnnpanbHble
BOJHbI B
cucreme

benoycoa-

XKaboTuHckoro

pasmMmep A4YEenKu
O KB. MM.
Muller,
Plesser et al.

1986)



3D (0bbeMHbIE) BUXPU B cepaLe U B
peakuun benoycosa-XabotuHckoro (BZ)

From: Aliev RR, Panfilov AV. From: Anues PP. (1994).
Chaos, Solitons & Fractals 7(3)
293-301 (1996).



DBOSIIOLUUS cnnparibHOW BOJSHbI










[ eHepauua n pacnpocTpaHeHne
Bo30yxaeHus B CY n npegcepanu
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Shibata et al., Experimental Physiology (2001) 86.2, 177-184.



KapanomMmumounTbl - KNeTkn HenpaBuUbHOU
umnuHapudeckon dpopmbl agnmHon 100 - 150 Mkm un

anameTtpom 10-20 MKMm

t:}..-:. ) Ll
ST @

e

Puc. 126. Cxema cmpoesus kapduomuouuma:
1 — BazansHad ofonovKa MbILeYHO20 BONOKHAE, £ — acmasoumsid duck;
3 — oxOHYaHUe MuochuBpunn Ha yumonemme, 4 — IHOONNEIMEMUYECKan Cems,
5 — mumoxondpuu; 6 - muoghubpunne:, 7 — duck A (aHU30OMPONHEIT OUCK);
8 — duck | {uzomponksdd duck); 9 - capronnasma (no @, Wecmpardy)



st

Kapouomuoyum okpysicen 8-12 xanunsapamu




Cxema MeMbpaHHbIX N BHYTPUKITETOYHbIX
TOKOB B KapaANOMMUOLUTE

|lla Il:a,I |ﬂa.l |I |Iu| |I(r |I(s |tn Isus |I(acn

Anmues P.P., Yaiinaxsu JI.M. /[AH 402 (2005).



OKBMBASIEHTHAA 3fiekTpuveckasa cxema
MeMOpaHb! KrneTkn CUHYCHOro Y3ana xernyaoudka

BHerneTouyHoe NPOCTPAHCTBO

* * *
INa |!car |'caT ['to |'sus ' |'ks |'f |'bg |'kach | | |

Olon

O A —..—TlT—_—--_

*A ch-modified currents

Model described in: Zhang et al. Am. J. Physiol., 279, H397-421 (2000),
Zhang et al. J. Cardiovasc. Electrophysiol., 13, 465-474 (2002).



BbluncneHnmne TpaHcMeMbpaHHOro
noteHunana B knetke CuUHycHoro Y3ana
MJ1€KONMMTarLLMX

adV . . . . . . .
Co = Iy, T+, I -I-ZCZI,T -I-lf -I-ZKJ, T 5 +1

T s T Tha Thix Thak Thea -I-lp,@

Iy — HamMpueswvlil MoK,
lCa P lCa ; — Kaubyuesvle moxu T u L muna,

lf AKMUBUPYemblil NpuU cUNepnoaapu3ayuu mokx,

lb N zb Co sz @oHoBbIE MOKLU,

] Ky ] Ks — ObICMPbILL U MEOTIeHHbLU Kaluesble MOKU 3A0ePHCAHHO2O0 BbINPAMIeHUS,
[, L, — KOMROHEHMbL YYECMEUMELbHO20 K 4-AP moxka,

Iy 4cp — axmueupyemoiu ALIX kanuegviu mox,

Ik — Na-K nacoc,

INuCa Na-Ca oomennux,

lp,Ca — Kajlbyueevli HACOoC.



[loTeHuman n TOKu B KNneTke
MCTUHHOIo BOAUTENA pUTMA
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MopgenupoBaHue: TpaHCMypanbHOEe
(KpynHOO4YaroBoe)
pacnpocTpaHeHne BO30YyXOeHUS

NHTpa-mMypanbHbIM MIHGAPKT — 3axBaTblBaloLLMN OOMH OTAEN cepaua,

TpaHcMyparnbHbIN — HECKOMbKO OTAENOB



[IpoCcTpaHCTBEHHO-BPEMEHHbIE
CTPYKTYpPbl YepegoBaHUS LLENOYHbIX W
KUCITOTHbIX 30H BOOJSIb KIETOYHOW
MembpaHbl Bogopocnu Chara

o OKCNEPUMEHTDI :
* AA.bynblues, A.A.lepkawmH (MI'Y),

« S.Muller (Margebyprckun YHuBepcurer,
[‘epmaHus)



[Tpouecchl CTPYKTYpPOODOpa3oBaHUSA B XKXUBbIX OpraHn3mMax
Knetkm Bopopocnen Acetabularia acetabulum, Chara corallina,
Nitellopsis abtusaiSerikawa et al.,2000, Borowitzka M.,J. 1987, Marin A., 1992, Hay ME., 1994]

-POCTOBbIE MNPOoLECCHI I'IbIJ'IbLI,eBOI7I pr6KI/I, KOPHA, KOPHEBbLIX BOJTOCKOB
[Weinsenseel M., 1979; Miller et al.,1986, Miller L., 1989; Feijo JA et al., 1999]

-LMTOMOPAOreHes3 [Gibbon BC., Prot., 1991, 163: 43-50; Jaffe., 1977]

Acidic

2 minutes Puc. 1. lNpumepbl o6pazoBaHua 30H pH B
E""ag:"“'afl——-—-? pr—"—= M~ ™~ .. Ouonornyeckux cuctemax
—4 ! H f-_—'
i S Vol L] a) UamepeHue pH BaonbL NnoBepxHOCTH

Mean pH: 84 79 89 88 84 ctebnsa Acetabularia acetabulum

6) Knetka Bogopocnu Chara corallina.
PacnpeaeneHue pH Baonb noBepxHOCTU
KNEeTKMU.

d .
Positions of measurements of proton flux B) n blJibLeBas pr6 Ka Llllum
and pH along the stalk : Iong iforum
BHyTpukKneTo4yHoe

pacnpegeneHue pH.

r) ®ororpacdpuma 3-x AgHEeBHbIX
NPOpPOCLLUUX CEMSAH
Hordeum vulgare. Cepbim
LBETOM NOKa3aHbl 30HbI C
pa3nnyHbIM 3Ha4YeHnem pH
(kpacutenb 6pomMmKpeson)




Bopnopocnb Chara corallina

ommH » 0) DopmupoBaHue KosnbLeBbIX
- 6| 3oH pH BOGnu3aun knetok C.
corallina (14 wmMuH); nocne

8 MWH =I.F____ﬂ._____.......:——o
BKrno4veHus (0 mMuH) npoxoauT

yepe3 ctaauro nAaTeH (8 MUH);
14 MuUH

iy QKpawmnBaHue deHONOBbLIM
e 10MM  gpacHbIM (75 MkM) pH cpeabl
Puc.2. a) BHewHun Bug 6.5, pH wWenoyHbIx 30H ~8.5
Boaopocnu C. corallina
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CTpykTtypa knetku Chara corallina (cpe3 knetku Boosnb ANMHHON OCH)



JKcnepuMeHTaribHble AaHHble
BpemeHHasa n npocTpaHCTBEHHO-BPEMEHHAsI AMHaMuMKa noteHumnana n pH
B6nn3n membpanbl knetku Chara corallina.

-10d

-180

=1

Meebrane Potential ([amv]

-164

6 2 4 & & D

Tire [min)

1y
J N |
\

8,0 1 i 1 n | " 1 1 1

pH npodunb

0 10 20 30 40 50
PacctosiHne BOONb KINEeTKU, MM

‘ ‘ZOmV
dmn-

a) 3aTtyxawouwme koneb6aHus
MeMOpaHHOro noTeHUMana npwu
ocBeweHnn knetok Chara n
Nitella nocne TEMHOBOW
apantauuu

6) lmHamunka noteHumana npu
BKJTIOMEHUN N BbIKITHOYEHUU CBeTa
(kneTku Bogopocnu Chara)

6 [Shartzer S.A. et al., 1992; Fisahn
J. et al.,1989]
Mpocunb pH BOONb KNETKUM BOOOPOCHU Chara

corallina

[Bulychev et al., 2001]

>OKCNepUMeHTbI:

>nHamuka

pH

30H B 3daBUCUMOCTMU oT

UHTEHCUBHOCTMU CBeTa
»BnunaHue xummnmyeckux areHtoB Ha pH npodpunb
(KCI, NH,ClI, fusicoccin, cytochalasin B)



BHELLIHS151 CPELOA Ommok npomoHoe8 80

8HEWHKI cpedy
lMomoku
ocmarsibHbIX

uoHos (K*, Na*, CIl H

+
0 =-250mv "™ H

Y6
conaroadhdoacn @

COO00000000 |
5 1T

=
out  Nucpgpy3usi H*
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AT® Tin AL+

LUUTOITIASMA mpaHcriopmHas cucmema (AT®-a3a u KaHarbl)

BAKYOIJIb

Processes, described in the model

niaasmamu4eckasl
mMembpaHa



KuHeTnyeckasa cxema padbotbl chepmeHTa

Out
k'1 B 2k‘1
E, = - E;~ - E;
2k1HO A k1Ho |
W = ol kf)2e_"’ kge'// k:?ew
2RT
k_1 Y 2k'1
E _ - E4 ~ - E6
2k H, k,H; In
Out — BHeWHAs CTOpoHa MeMbpaHbl, /N — BHYTPEHHSAA CTOPOHa
MeMOpaH®bI,

H; — KOHUeHTpaLumsa NpOTOHOB B LUTOMNIasve,
H, - KOHUEeHTpaLums MPOTOHOB CHaPYXXU KINETKU.
E., E,, E;, E,, E5, E; — CcOCTOAAHMA pepMeHTa.

kleV k)e kje¥ — noTeHumanosaBMCUMbIE  KOHCTaHTbl  MepeHoca
MPOTOHa C BHYTPEHHEN CTOPOHbI MEMOpPAaHbI Ha BHELLHIOH.

[Warncke J., Slayman C., 1980; Takeuchi et al., 1985; Fisahn J., Lucas W.,1995]
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YpaBHeHMe Onsi KOHUEHTpaLUmMm npoToOHOB
BOMN3K KNeTo4HON MemMbpaHbl
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n, g- 6e3pa3mepHble NapamMeTpbl CUCTEMBbI, 3aBUCSLLME OT KOHLEHTpaLun

NPOTOHOB B LUTONNasme (4,,)
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Dynamics in time
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Kone6aHus mem6paHHoro noteHuuana (a) u pH (6) npu oceeweHnu (20 Wm-2) knetok Chara
n Nitella; [Fisahn J., 1989] B), r) MogenbHbIN 3KCMNEPUMEHT: KonedbaHnsas memOpaHHOro
noteHuuana (B) U KOHUEHTpaLun NPOTOHOB CHaPYXW KreTku (r), nory4eHHble B MOAesu. B)
[Mapametpbl cuctembl: q=0.005, g=0.09, n=0.6, y=0.0171, y,=-1.29, z=0.6, r) [NapameTpbl
mopenu: q=0.001, g=0.03, n=0.9, y=0.0085, y,=-1.282, z=0.6
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a) nabopaTopHbIN IKCMEPUMEHT
OVHaMWKa  KOHLEHTpauum nNpOTOHOB B
yutonsasme npu BKITHOMEHUU n
BbIKITIOYEHUM CBETa Ha KneTkax BO4OpPOCI v
Riccia fluitans [H.Felle and A.Bertl, 1986]

0) MoaenbHbIN aKCNEepUMEeHT
[MNapameTtpbl moaenn: K,=0.00437, K;=0.4,
g=1.81, k=0.339, y,=-0.111, a=1, b=10,
m=12, a =1, =2.424

BknrodeHue: 1=0.9 (L)

BbiknrodyeHue: 1=0 (L ;)

Mopeins a8 TpeX MeEPEMEHHBIX

8.5

t (MuH)

o 20 40 50 S0 100 120

T

a) nabopaTtopHbIN 3KCNepuMeHT
KonebaHunsa BHelwlHero pH npu ocBelleHum
(20 Wm-2) knetok Chara

[Fisahn J., J. Exp. Botany, 1989, 40, pp.1185-1193]
0) MoaenbHbIN aKCNepUMEeHT

[Napamempsbi modenu: K,=0.001, K;=0.5,
g=1.81, y,=-0.21, k=0.339 a=0.0596,
b=0.01, m=1.95, a =1, f=2.424, |=2.2
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CywecTBOoBaHMe Tpex COCTOAHUU: 1-yCTOMYMBLIN NpeaeribHbIN LUKI
(He3aTyxawwme konedbaHus), 2- HeyCTOMUYUBDLIN NpeaesibHbIA LUK, 3-
ycTonumBbIN POKYyC (3aTyxarowme KonedbaHus)

NMapameTpbl cuctembl: g=0.0305, y,=-1.3, n=0.9, z=0.6, »=0.0085,
q=0.001
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a) pH npodunb BOOSb KNETKM BOAOPOCN NOCSe OCBELLEHNS
[Bulychev et al., J.Theor. Biol., 2001, 212, 275-294]

6) MogenbHbIN 3KCNepUMEHT
[Mapametpbl cuctembl: g=0.08, v,=-1.335, n=0.9, z=1, y=0.025, ¢=0.001,
D=3, I=0.04
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dopmart BbICTYNMEHUS

YBa)xaembin konneral

[Mpepnarato Bam BbicTynuTb 21-22 anpens Bo Bpems nekuum B bBA (10.45-12.30) ¢
coobLieHnemM Ha 3aHATUKN, MOCBSALLEHHOM 0OCYXXOEHNI0 BO3MOXHOCTEN MPUMEHEHUS
MaTemMaTU4eCckMx MeTO40B U MOAESNIMPOBAHUSA B pasHbIX pasgersiax dnonoruu.

HasBaHue cooblieHus npeanaraetcsa chopMynmpoBaTb CaMOCTOATENbHO.

Tembl Ans obcyxaeHus:

O6nacTtb 6uonoruu, kotTopyto Bel npeacrasnsieTe.

O6beKThl, ABMEHNS, NpoLecchl, KOTopble NpeacTaBnaAoT Ana Bac nHtepec
BpeMeHHble U NPOCTPaAHCTBEHHbIE XapaKTEPUCTUKN 3TUX OO BEKTOB.

ONeMEHTbI MPOCTPAaHCTBEHHOMN U BPEMEHHOW OpraHM3aunn, KOTopble MOXHO
3aMeTUTb B 3TUX Npoueccax (konebaHus, xaoc, aBTOBOJSIHbI, CTPYKTYpPbI, dopakTanb)

Kak Bbl npeacraenseTe cebe ponb mateMaTtn4eckmx MeToaoB, MHpOPMaLMOHHbBIX
TEXHOSOrMn, MaTeMaTnU4eCcKkoro N KOMMbOTEPHOro MoaenMpoBaHnd B Baluen Hayke.

Bpewms BbicTynneHna 5-7 MuHyT (3-4 CTp. TekcTta, pasmep nons A4, 12 wpndt
Jyepes 1.5 nHtepsana).

[MpeactaBneHne BuayarnbHbIX MatepuanoB: He bonee 5 cnangos, power-point
NPOEKTOoP.



