MOJIEJIU
B3AUMOJIENCTBUA
BUJIOB

['.}O.Pusuuueuko

119992 MockBa, Jlenunckue TOpbl, MOCKOBCKHUI

rOCYIapCTBEHHbIM yHUBEpcUTeT uUM. M.B.JIomOHOCOBA,
bronorunueckuii ¢-T, kad. bruoduznuku, Ten (495)9390289;

daxc (495)9391115; E-mail: riznich@biophys.msu.ru



XMGH@BCKa}I AneKcaHz[pa
MMM YHOJIOT Ul

115 _

0.4

0 60 120180240300360
Time (min)

w— MKP-1
— P.038

Konebanue aktuBHocTH p38 MAP

kuHa3el. P38 MAP kuHaza
KOHTPOJIUPYET
BOCITJIMTEIILHBIN OTBET U
SBJISICTCS] BAXKHOW MUIIIEHBIO
JUTS1 TPOTHBOBOCIIAIMTEIbHBIX
nexkapcts. [locne
MepBOHAYATIBLHOI'O BCILIECKA
AKTUBHOCTH, aKTUBHOCTB P38
Koseosercs 0osee 8 yacoB
IIPUA POJOJIKUTEIIBHON
CTUMYJISILIAU
MIPOBOCTIAIUTEIbHBIM
LHUTOKMHOM, TAKUM Kak
unrepaeikun-1p3 (IL-1P),
CBSI3aHHBIM C ocdarazoit
MKP-1,



; 5 SRR
o S o
SO : =
, A Il
. Lo a0

I [;man nexkumu

m [ unomeswvl Boivmeppa.

B Ananocuu ¢ XumMuueckou KUHemuKoll.

B Bonvmepposckue mooenu
83AUMOO0EUCBU.

B Knaccugukayus munos 63aumooetucmau
Konkypenuusa. Xuwnuk-scepmaea
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ObobueHnble Mooenu 83aumMooeucmeusl
8UO08.

Mooenv Konamozcoposa.

Mooenv 63aumooericmaus 08yx U008
Hacekomwlx Maxapmypa.

llapamempuueckuii u ¢hazoswvle nopmpemeol
cucmemwl basvikuHa.
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Buto BOHLTeppa

Vito Volterra. Lecons sur la Theorie
Mathematique de la Lutte pour la Vie. Paris, 1931).

Pycckuii nepeBon kauru Bonereppa Boimien B 1976 r. moa HazBaHHUEM:

«MaremaTtuueckas Teopusi 00pbObI 3a CYIIECTBOBAHUEC)

M., Hayxa, 1976 B. BOABTEPPA

W3 PXJT, 2004
MaTeEmMATHIECKAS

ITocnecnosue HO.M. CBupexena, f ”‘

B KOTOPOM pacCMaTpHUBAETCS UCTOPHUS Pa3BUTHUS MaTEMAaTHUECKON JA CYIECTBOBAHME

sKojoruu B nepuon 1931-1976 rr.
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FI/IHOTEBI)I B‘onb’Téppa (1)‘“

m 1. Iluma mmbOo0 uHMeeTcs B HEOTPaHUYCHHOM
KOJIMYECTBE, JIMOO €€ IOCTYILUICHHE C TCUYCHHUEM
BPEMEHHM KECTKO PETJIAMEHTUPOBAHO.

m 2. OcoOu Kaxaoro BHAa OTMHPAIOT TaK, 4YTO B
COUHUIY BPEMCHM MOrd0aeT IOCTOSIHHAS OJIsA
CYILECTBYIOIIUX OCOOECH.

m 3. XUIHbIC BHUABI IMOEIAIOT XEPTB, IIPUYEM B
CAUHUIY BPEMEHHU KOJHUYECTBO ChEICHHBIX
KEPTB BCErja MNPOIOPIHMOHAIBLHO BEPOSTHOCTHU
BCTpeYd OCOOEM ATHUX JABYX BHJOB, T.€.
IIPOMU3BEACHNUIO  KOJIMYECTBA  XHUIIHUKOB  HA
KOJIMYECTBO KEPTB.



CunoTesb: Bomﬁéppa (2)

4. Ecnu uMeeTcsl NHIAa B OTPaHUYEHHOM KOJIHMYECTBE M HECKOJIBKO
BUJOB, KOTOpBIE CIIOCOOHBI €€ IOTpPeOJIsATh, TO JOJS IIHIIH,
noTpedyisieMol BHAOM B €IWHHUIYY BpPEMEHH, IPOINOPIMOHATILHA
KOJIMYECTBY OCOOEM ATOro BHJAA, B3SITOMY C  HEKOTOPbIM
K03 (PUIIMEHTOM, 3aBUCSIIUM OT BU1A

5. Ecnmm Bua nuraercda nuied, HMMEKOIIEHMCS B HEOTPAaHUYECHHOM
KOJIMYECTBE, MPUPOCT YMCICHHOCTH BHUJIA B EIUHUIY BPEMEHU
IIPOIIOPIIMOHAJIEH YUCIICHHOCTH BUIA.

6. Ecau Buja mnuTaeTcs MNMIIECH, HMEIIICHCS B OrpaHUYCHHOM
KOJIMYECTBE, TO €ro Pa3MHOXCHHUE PETYJIUPYETCS CKOPOCTHIO
NOTpeOJICHUsT MHUIIM, T.€. 3a E€IUHUIy BpPEMEHU IPUPOCT
MIPOTIOPIIUOHAJIEH KOJIMYECTBY ChEACHHOM ITHUIIIH.

/. Eciin ocoOu 0IHOTO WM Pa3HBIX BUJ0B KOHKYPUPYIOT 3a MHUIILY U
Ap.  pecypchl,  OTpUILIATEIbHOE  BO3JACHCTBHE  KOHKYPEHIIMHU
IPONOPIIMOHATIBHO MPOMU3BEICHHUIO YKCIa 0CO0E KOHKYPHUPYIOLIHUX

rpyI



Kaaccnpuxamusi THIOB .
B3aHMO/eiiCTBUI B TepMnHax
[apaMeTpoB ypaBHEHUI

m N, — YNCIICHHOCTB KEPTB
N, - 4MCIEHHOCTh XUIHUKOB

%: a,N, +b,N,N, —¢,N/,

B 3 - KOOQPUIHEHTBI

COOCTBEHHOW CKOPOCTH POCTa dt
BUJIOB,

B C, - KOHCTaHThI sz —a.N.+b.N.N C Nz
CaMOOTPaHUYICHUS dt 202 217717 V2 272

YUCJIICHHOCTH (BHYTpH
BU0BOW KOHKYPEHIIUH )

m D, - KOHCTAaHTBI B3aHMO-
neicTBus BUIOB, (I, ]=1,2).



7 % =q,N, +0,N;N, ¢, le )

TUIBI B3BAUMOJENCTBUS

BUAOB dc%:azNz+b21N1N2—c2N22
CHUMBHO3 + 4+ bypby>0
KOMMEHCAJIIBM 0 b,,>0, b,,=0
XUMMHAK-KEPTBA 4 0,20, 0,<0
AMEHCAJIN3M 0 - 0,,,=0, b,,<0
KOHKYPEHIIVA _ by, b,<0

HEWTPAJIN3M 0 O Dby
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YpaBuenuds KOHKYPEHLIMHA

d
d—)il = X (a'l — b12 Xy — C1X1)’
dx,

dt

= X, (az — b21)(1 — szz)
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CTaL[I/IOHapHBIC pemeHPIﬂ
CACTEMBI «KOHKYPECHIIHS

(1).

Havano koopauHar npu JIFOObIX MTapamMeTpax CUCTEMBI
MPEJACTABIACT COOON HEYCTOMYMBBIN Y3€Il.

_ _ a
x,? =0, %, =22
(2).

cemyio pu a,>b,, /¢,

ycToituuBslit y3en npu a,<b,, /c,
DTO yCIIOBUE 03HAYAET, YTO BUJ BBIMUPAET, €CIIA €r0 COOCTBEHHAS
CKOPOCTb POCTa MEHBIIIE HEKOTOPOU KPUTUUYECKON BEIIMYUHEL.



3). a,

(3) — cenno mpu  a,>b,,/c,
yCcTOW4MBBIN y3en npu a,<b,,/c,

a,C, — a2b12 Cy — C1b12 B b21a1

(4)'X1:cc b.b. * cc,—b.b,
1v2  MoM21 1v2  MoM21
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Y clIoBHE COCYIIECTBOBAHUA
BUI0B

a,b,, aA,Cy

<a, <
C2 b21

B3, - KOG (GUIUEHTBI COOCTBEHHOM CKOPOCTU POCTa BUOB,

B C. - KOHCTaHTBI CAMOOI'PAaHUYEHUS YUCICHHOCTH (BHYTPH
BUJOBOW KOHKYPEHIINH )

0 bij - KOHCTaHTHI B3anMoaeicTBus BUAOB, (I, ]=1,2).



b,,b,,<c,c,,

IIpoussedernue koaghpuyuenmos
MENCNONYNAUUOHHO20 83AUMOOEUCNBUSL MEHbLLE
npou3eedeHUs Kodghpuyuenmos 6Hympu
NONYJIAUUOHHO20 B3AUMOOCUCMBUASL.

IIycTh €CTEeCTBEHHBIE CKOPOCTH pOCTa JBYX
paccMarpuBaeMbIX BHUIOB d,, A, OJUHAKOBBL Torma
HEOOXOJIMMBIM JIJISl YyCTOMYMBOCTH YCIOBUEM OYJIET

C, > Dby, €y >Dby.
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OA3OBbLIE ITOPTPETDI konkypeHinu

Hp}IMI)IG — HYJIb ~U30KJIMHBI

_ b12 Xz o Clxl)’

2 b21X1 o szz)




KoHKypeHIUs y TUaTOMOBBIX BOJOPOCIEH. @ - IPH BBIPAIUBAHUN B MOHOKYJIBTYPE
Asterionella Formosa BBIXOIUT Ha IOCTOSHHBIN YPOBEHB IIOTHOCTH U HOIICPKUBACT
KOHIICHTPAILMIO pecypca (CHIMKATa) Ha MOCTOSHHO HU3KOM YPOBHE. O - IIPH BHIPAIIMBAHHN
B MOHOKYJIbType Synedrauina BexmeT ceOst CXOIHBIM 00pa30M M ITOAACPKABAET
KOHIICHTPAILMIO CHUJIMKATa Ha elie 0ojiee HU3KOM YPOBHE. 6 - IIPH COBMECTHOM

KyJIbTHBUPOBAaHMH (B IBYX MOBTOpHOCTAX) Synedruina BertecHser Asterionella Formosa.
(Tilmanetal, 1981)

MoHOKyIbTY pa Asterionella

[LroTHOCTS TIONY.ISITIHH,
YHCI0 KJIETOK HA 1 M1

105
104
103

10

10

a

10

20 36 40 S50
Bpemsi, cyT

MoHokynbeTypa Syredra

10°%
10°
103

102

anl

U P . |

0 10

20

30 40 50
Bpemsi, cyT

MeskBuagoBasi KOHKY PEHLIUs

Asterionella O——0O
Synedra &—@

6

10°

10?

a

| P — . V] 0

0 10

20

30 40 50

Bpems, cyT

Cumkarer, MkM

M.buron, /Ix.
Xapriep,
K.Taycenn
DKOJIOTHA.
Oco0mn,

IO YJIAILIUA U

COOOIIECTRA.
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OTHocuTe/ILHAS IIOTHOCTD [OIYJISITHH

a - KpuBble pocTa momysiuid 1ByX BUI0B Parametium B 0 THOBHJIOBBIX
KynbTypax. Uepnsie kpyxku — P Aurelia, 6enbre kpyxku — P. Caudatum
6 - Kpussie pocta P Aurelia u P. Caudatum B cMemmaHHOM KyJIbTypeE.

[To Gause, 1934

BpeMs, JIHU

Gause G.F. The
struggle for existence.
Baltimore, The
Williams and Wilkins
Company, 1934

['ay3e I.®.boprOa 3a
CYIIICCTBOBaHHUE.
M3a. PXJ[ 2002



7 % =q,N, +0,N;N, ¢, le )

TUIBI B3BAUMOJENCTBUS

BUAOB dc%:azNz+b21N1N2—c2N22
CHUMBHO3 + 4+ bypby>0
KOMMEHCAJIIBM 0 b,,>0, b,,=0
XULMMHAK-KEPTBA 4 0,20, 0,<0
AMEHCAJIN3M 0 - 0,,,=0, b,,<0
KOHKYPEHIIVA _ by, b,<0

HEWTPAJIN3M 0 O Dby



Cucrema XHUIIHUK+-KEPTBA

ax
dt

dx
d'[z = X, (az T b21x1 — szz)

= X (al — b12 Xy — C1X1)’




CTanyoHapHBIE COCTOSHUS

O _q y® _
X’ =0,x;7 =0

dx,
—1 _ _
K =0 =% gt~ (@~ PeXe ~6X),
2
dx

X =ﬁ,x§3) =0, - = Xo (@, + 0y % —C)X;)
C, dt

X(4) _ a1C1 B a2b12 X(4) _ a2C1 T a1b21
1 y Ny
CC, + b12 b21 CC, + b12 b21
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N30KJIMHEI HA ()a30BOM OPTPETE
XUIITHUK-KEPTBA

da3oBrIC
IIOPTPETHI JJIS
ciay4as B
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,/ | , P caudatum
o} ! l/ a
sol /-l \ OnHopoaHast
j \ cpena
a0} / ..
‘ } \‘ p, D. nasutum

Poct Parametium
caudatum wu XuIHOU
uHbpy30puu Dadinium
nasutum.

13: Gause G.F. The
struggle for existence.
Baltimore, 1934. S

Yucjo ocoden

2 3 4 5 6

['.®.I"ay3e. boprba 3a CyTku

CYIIIECTBOBAHMUE. 60]
MocxkBa-xeBck, 2002

¢ 8
JlobaBieHHEe HOBBIX
0co0eil JKepTBEI

20

CyTkn



Fay3€ FeoerH CDpaHueBHq
(1910-1986)

B COBETCKHUU OMOJIOT, BHEC BKJIAJI B CAMBIE Pa3HbIE 00J1aCTH
OMOJIOTUY Y MEIULIMHBI: UCCIIET0BAI MPOOJIEMBbI
9KOJIOTHH, SBOJIIOIIMOHHON TE€OPUHU U [IUTOJIOTHH,
SIBJISIETCSA OJTHUM M3 OCHOBOITOJIO)KHUKOB COBPEMEHHOIO
y4eHUs1 00 aHTHOMOTHKAX.

m B 1942 r. I.®. I'ay3ze u M.I'. bpaxxarukoBa OTKpBUIH
IIEpBBIN B HAIlIE CTpaHe OPUTHHAJIbHBIA aHTUOUOTHUK
rpaMuliuIuH C (COBETCKHI), KOTOPBIM OBLIT BHEAPEH B
MEJMUIIMHCKYIO IIPAKTUKY U UCIOJIb30BAJICA ISl JICUECHUS
U MPO(DUITAKTUKHA PAaHEBBIX HHPEKIMK B nepuo Benukon
OTEeueCTBEHHOU BOMHBI.



Mogaene A.H.Konmoropona (1935) -

Konmoropos A.H. KauecTBeHHOE M3y4eHNE MAaTEMATUYECKUX MOJIETICU TUHAMUKA
nonyssui. // Ilpo6aemsl kudepHetuku. M., 1972, Brei.S.

k1(X)X o L(X)y,

ﬂ K, (X)Y.

Anapeii Huxkoaaesuu Kosamoropos (1903-1987)

BEJIMKUH COBETCKUM MAaTE€MAaTHK, OJIMH U3 OCHOBOIIOJIOKHUKOB COBPEMEHHOM
TEOPHUU BEPOATHOCTEN. DYHIAMEHTAJIBHBIE PE3YJIBTATHI B TOIOJIOTHUH,
MaTeMaTUYECKOM JOTUKE, TCOPUHU TYPOYJICHTHOCTH, TEOPUHU CIO0KHOCTH
aJTOPUTMOB U APYTUX 00JIACTAX MAaTEMaTHUKU U €€ MPUI0KeHU. MHOTo

caciiajl IJid MaTeMaTu4d4CcCKOIo O6paBOBaHI/I}I U ITOITYJIIPHU3alU MATCMATHUKH.
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MOJICJIIN dax_ K, (x)x — L(x)y,

dt
Kommoroposa 1 .

y
— =k, (xX)V.
dt ,(X)y

1) Xumauky He B3aMMOACHUCTBYIOT APYT C IPYIOM,
T.e. KO3(PQULUEHT Pa3sMHOXKEHHS XUIIHUKOB K, W
quciao JKepTB L, HCTpeOmIeMBIX B COUHMILY
BPEMCHH OJIHUM XHUIITHHUKOM, HE 3aBHUCHUT OT Y.

2) IlpupocT ymncia )KepTB IpU HAIMIUU XUIIHUKOB
paBEH IPUPOCTY B OTCYTCTBHUE XHUIIHUKOB MHHYC
YUCIIO  JKEPTB, HCTPEOIAEMBIX  XHITHHKAMU.
Oynxmun K, (X), K, (X), L(X), - HenpepbIBHBI U
OIIPEICIICHEI Ha MOJIOKUTEIHLHOM MOoIyocH X, Y >0.

b X, R .
RS 16555
g "
\ . [l E R

e



Ipesmonowkenms, o T
y— e
; 4 = KX =L(x)y,
Komnmoropona 2 y
E =K, (X)y.

3) dk/dx<0. Drto o3Hauaer, Yro KOADPUIKEHT
Pa3MHOXKCHMS JKEPTB B OTCYTCTBHE XHUIIHHKA MOHOTOHHO
yObIBACT C BO3PACTaHMEM YHUCJICHHOCTH KEPTB, UTO
OTpakaeT OTPAHUYCHHOCTD MUIINEBHIX U UHBIX PECYPCOB.
4) dk, / dx>0, k, (0) <0 <Kk, ().

C pocTOM  YHCIEHHOCTH  JXKepTB  KOA(PDUIHUEHT
pPa3MHOXXCHMSI  XHUIIMHUKOB  MOHOTOHHO  BO3pacTaer,
nepexoAss OT OTPHULATEIbHBIX 3HAYCHHM, (KOIJla HEYEro
€CTh) K MOJOKXUTEIbHBIM.

5) Uwmcno xeprTB, UCTPEOISICMBIX OJHHM XHITHUKOM B
emuanny Bpemenn L(X)>0 mpu x>0; L(0)=0.
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CranuoHapHbIE PEILICHUS % — k, (X)X = L(X)y,

B Mojeau KoimMoropona dy
— =K, (X)Y.
| . q ()Y
(1). x=0; y=0.
Hagano xoopauHar mpu JHOOBIX 3HAYEHUSAX MAapaMETPOB
IPEICTABIISIET COOOM CEMII0

(2). x=A, y=0.
A oripenensieTcs U3 ypaBHEHMUS:

k, (A)=0.

CramuonapHoe pemrerue (2) - ceayo, ecimm B<A
B onpenenserca uz ypasaenus K,(B)=0
ecau B>A, (2) - ycToHUnBEIT y3e.
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CTanmoOHAPHBIC PEIICHUS

B Mojienu Konmoroposa (2) 9X_y o | x)y
dt = ° ’
(3). x=B, y=C. dy _ K

" »(X)Y.

Bennunna C onpenernsercs u3 ypaBHEHUM:

k,(B) =0; k,(B)B — L(B)C =0

Touka (3) — dokyc miam y3ed YCTOHYMBOCTH KOTOPBIX 3aBHUCHUT OT 3HAaKa
BEJINYHMHBI G

o?= -k, (B) -k, (B)B+L(B)C.

Ecnu 6>0, Touka ycroituuBa, eciu 6<0 - Touka HEyCTOMYMBA, U BOKPYT HEe
MOT'YT CYIIIECTBOBATh IIPEICIbHbIC ITUKJIIbI
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da30BbIe IOPTPETH B MOJENNA
Kommoroposa

=k, (X)x = L(x)y,

=k, (X)y.

(1). x=0; y=0.
(2). X=A, y_:o
(3). x=B, y=C
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MaKApTyp
PobepTt

(MacArthur Robert,
1930-1972)

AMEpHUKaHCKHI
OMOJIOT, DKOJIOT.
Pabots! o
IUHAMUKE
TIONYJISALIMN U
pPa3HO00pa3no
9KOJIOTMYCCKUX
COO00I1IeCTB

Monaenb
PozeniBenra-
Makaptypa (1965)
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T(x) = yL(X),

—ey + KyL(X).

Po3eHuBeir
Maixka JI.
(Rosenzweig
Michael L.)

IIpogeccop.
YHuBEpCcUTETA
Apusona, CIITIA
OCHOBATEJIb U
IJIaBHBIN PENAKTOP
KypHaia
“Evolutionary
Ecology” (c 1986)
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OyHKIIUA XUIITHUYECTBA
Krnaccudpukamus XoOJUIMHTA

L(X) % — £ ()~ yL(X)

dy = —ey + kyL(x).

dt

1 — nuHeHas QyHKIUA
(KyCOYHO-JIMHEHHAas )

bx
L(x)=b (1_ e—ax) 2 — HaCBIIIIEHUE XUIITHUKA L(x) = 1+ cx

bx? 3-aJIbTEPHATUBHBINA HCTOUHUK
MUTAHWS WK HATHIUE YOSKHUIIL
KEPTB

L(X) =

1+ ax + cx?



Moneab BBaI/IMOIleI/ICTBI/IH leyx BI/II[OB
HACEKOMBIX
MacArtur

R. Graphycal analysis of ecological systems// Division of
biology report Princeton University. 1971

% = x(k, —kpX = X2+ kyy — KXy — y2),
dy 2
.- V(K — Ky — K, X+ KXy + ko x?)

d

X
gt 1) =yL),

dy

= —ey + kyL(Xx).
m y +KyL(X)
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Monenp —
dx

B3aMOJICUCTBUS — x(k1 — kzx — X%+ k3y — k4xy — yz),
JIBYX BHUJIOB t
e erTypa % = Y(Ks — ks —K; X+ KgXy + kgx?)

[lepBoe ypaBHeHHMe. HacekoMble BHIa X MOSHAIOT IMYMHOK BHJA
y (uneH + K;y), HO B3pocible 0co0U BUAA ) MOENAT THYHMHOK
BHIA X TIPU YCIIOBUH BBICOKOM YHMCJIICHHOCTH BHJIOB X WJIH ) WU
obonx BHAOB (wieHHl — K, XYy, — »* ). IIpm ManbIx x cMepTHOCTH
BHJIA X BBIIIIC, Y€M €T0 €CTCCTBESHHBIN IIPUPOCT:.

(k,— kX — X* < 0 mpu MaibIX Xx).
Bo BropoM ypaBHeHMH wiIeH K.  OTpaxxaeT €CTECTBEHHBI
IpUpPOCT BHJa Y; —Ky — camoorpanndeHue 3Toro Buna, —K-X —

IOeaHue JUYMHOK BHJA ) HACEKOMBIMM BHJIA X, Kg XY, kgX? —
OPUPOCT OMOMACCHl BHJA )V 3a CUET IIOCHAaHUS B3POCIBIMU
HACCKOMBIMH BHJIa ) TUYNHOK BHA X.



Da30BbIN
MIOPTPET
MOJIEA
Makaprypa

3nauenus mapametpos: K; =9, k, =5, k; =11, k, = 1,
kKe=7,ks=4,k;, =8,kg=2
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