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IlccnegoBaHue CUCTEMbI 2-X aBTOHOMHbIX O1Y

dx
HenvHemHas - = P (x,y) 1. CTaunoHapHble COC_TOFlHI/IFI
cucrema dy P(x,y)=0 — (%1, 1)

ar Q(x,y) Q(x,y)=0 (X2, ¥2)

2. KooadhdunuymeHTbl NnHeapunsaymm 3. XapaKkTepuctnyeckme 4mcna

a=P'(x,y) b=P(X¥) L _latd +/(a + d)2—4(ad — bc)
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c=0x (%y) d=0,(Yy) 2

4. Tvnbl JMHaMNYeCKOoro noseneHusa sonusn (x,y)
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y3en dokyc y3en dokyc

Cenno LleHTp



Cucrema NMHENHbIX XUMNYECKNX peaKLnK

vl UZ U3
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- MpuUTEKaeT U3BHEe C NOCTOAHHOWU - 0bpasyetcs 13 BelecTBa X CO
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ViccnenosaHve Moaenu ar - T kX
Y x—k
v, v, v, ar 2X — K3y
— o  X—— Y —
CTtaunoHapHoe COCTOSIHNE CUCTEMBI
dx Kk
_ — O X = —
dt k1 — kzx = ( kz
d_y:() kzx_k3y:() __E

dt 3”_k3



dx_

TUN CTauMOHAPHOMO COCTOSIHUS ar - T ReX
dy
XapakTepnucTnyeckmn qr " X~ kay
onpegennTens
KopHu
—ky, — A 0 — 0 XapaKTepPUCTNYECKOro
k, —ky— A - ypaBHEHUA
/11 — _kz Az — _k3
XapaKTepucTtnyeckoe
yPaBHEHNE KopHu aenctButernbHble, 4, < 0

(k2 + D)k +4) =0 yCmouquenbitl y3er



da30BbIN NOPTPET — = k1 — ko
dy
[ NaBHbI€ N3OKMUHbI — = kax — ks
dy kox—k3y
— = = tga
dx ki—k,x
YpaBHEHNE UIOKITNHbI YpaBHEHNE U3OKITUHbI
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a=0° a=90°
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—:O’y:— — = 00, X = —
dx ks dx K>
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KnHetnyeckne ypaBHeHua J10Tku

|
ELEMENTS g
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ALFRED J. LOTKA, MA., D.Sc. @ i
“Voild un homme qul a

Elements of Physical Biology, 1925 Aﬂb@?fgsgﬁigxg)nma



MOLEJIb JIOTKW

®
/\

cybcTtpart NPOOYKT

AKTMBaLUMA NPOAYKTOM



MOLEJIb JIOTKW

A— yX K 3y _% 4B

Cucrtema ypaBHEHUIN, ONUCbIBAKOLLMX PeaKkLunto

dx
— = ko — kixy P (x,y)

E = kixy — kyy Q (x,y)



CTtaunoHapHoe
COCTOSIHNE CUCTEMBbI

P (x,y) =0
Q (x,y) =0

kO — klxy — O
kKixy — kpy =0

dx
E = ko — kixy
dy

E = kixy — kyy



d
= = ko — kyxy
JInHeapusauusa cuctembl BONU3n g;

CTaluMOHAPHOIo COCTOSAHUSA ¢ = KXy — kay
P v kikg oP e —
ox YT Tk, 9y v T
0Q ey keo Q0 . _
o =K1Y = —=kx—k, =0
I K1Y k, dy 1A — K2



XapakTtepucrtmyeckoe ypaBHeHuMe
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Xapaktepuctmyeckoe

ypaBHeHMEe
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[lapameTpuyeckaa anarpamma
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KnHetnyeckne ypaBHeHua J10Tku

ELEMENTS § dx — K I ,* |
PHYSICAI(:F BIOLOGY r dt 0 1xY '\
{ ¥
- Anbdpen
[I>xenmc JloTka
| (1880 —1949)
A Xumnyeckue peakumm (1910)

B3aanmopgeunctemne ocoben (1925)
Elements of Physical Biology, 1925 .



Mopaenb « XULLHUK-XepTBa»

B.BOABTEPPA

MATEMATHMYECKAS

TEORuA Volterra V. Variazone e fluttuazini
s del numero d’individui in specie
animall conviventi. — Mem.

Accad. naz. Lincel. Ser. 6, 1926.

Buto Bonkteppa
(1860 — 1940)

Vito Volterra. «13MmeH4YnBOCTb U KonebaHus

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

YMCNEHHOCTN 0coben y COBMECTHO
oOUTaWUX BUOOB XXUBOTHbIX»



PoxageHne moaenun « XULWHUK-XepTBa»

 becegbl ¢ 300510rom

T YMmbepTto [1’AHKOHA
YMBEpTO [T AHKOHA * CTaTncTUKa pbIOHbIX
(1896-1964) PLIHKOB Ha AgpuaTtuke

La Lotta per I'Esistenza (1942)

«Bopbba 3a cylLecTBOBaHNEY Buto Bonbkreppa
(1860 — 1940)
(MocesaweHo Buto Bonkreppe)



Mopaenb Bonbsteppsl

el §
0

B HEKOTOPOM
orpaHM4YeHHOM apeane
XXNBYT XULLIHUKN U

XKEPTBbI
3alilbl NMTalTCS [nbenb
pacTUTENbHOM 3aMLeB

dx

nuweix —~ — Xy
—~X
7 dt

Bonku moryT Mpouecc

NUTATECA NULLIL €CTEeCTBEHHOM

3al/ld_?l\il/lxy cMepTHBCTU BOSIKOB
dt ac 7



Mopaenb Bonbsteppsl




Mopenb Bonkteppbhl

dx

dt = Ex X T Vxy XY

*X — YNCIIEHHOCTb XepTB
(TpaBoOAOHbIX)

*c,, — BEPOSATHOCTb TOrO, YTO
TpaBoOSAOHbIE Pa3MHOXAaTCs
*¥Vxy — BEPOSATHOCTb TOTO, YTO

TpaBosaaHoe OyAeT cbeaeHo
XULLLHNKOM

dy
27 = Yy Xy — &y

*Y — HNCJIEHHOCTb XULLHWUKOB

*Yyx— BEPOATHOCTb TOIO, YTO

XULLHUKY XBaTUT edbl Ha
OanbHeullee pasMHOXeHne
*£, — BEPOSATHOCTb TOrO, YTO

XULWHUK YMPET



dx
T Ex X T Yy X'y

CTaunoHapHble le;
COCTOSAHUSA CUCTEMDI = XY ey
P(x,y)=0 Ex X — Vxy Xy =0
Q (x,y) =0 Yyx X'y — &y =0
Ev €
I f]_:():)_/l:() “ xZ__y YZ:_x



dx
dr = Ex X T Vxy XYy

JlnHeapusauusa cuctemsl BONN3K 4,
cTaLMOHAPHOIro COCTOSAHUSA dar vtV T Y

0P B oP _
g = Sx — Vxy)Y E — “VxyX
0_ 00 _ _
ox YyxY @ = &y T YyxX



XapaktepucTtnyeckme ypaBHEHUS
ansg nMHeapn3oBaHHOU CUCTEMDI

€y Vxy
—A
Ex — A 0 —0 Vyx — 0
0 —&, — A ExVyx _; —
Vxy



OnpegeneHne Tuna ctaunoHapHOro COCTOSHUSA

1O ’ HeyCTOUMYUBLIN /12 - O-A + A — O
y3en
J' | ) A <0,

HEeyCTOM4YUBLIU

ﬁ/// = 't ueHTp @ chokyc OCO6aS:| TOYKAa —
Y - (S . = cenno
. x ) A
ceano \IIM\) YCT:)IiHMBbIﬁ
: i c=0,4>0,
o)
yCTOMYUBbLIN 4 =A OCO6aF| TOYKAa —
1 LIEHTP




OnpeneneHme TUra CTaumMoOHapHOIro COCTOAHUA

A —ol+A4=0

22— ey —gy) — gy, =0 A+ &g, =0
0= (ex = ey) o=20
A = —&y¢gy, A = gxgy,
4 <0, c=0,4>0,
ocobas To4ka — ceano ocobasi Touka — LeHTp
A1,2 — DENCTBUTENbHbIE, A1 2 — YNCTO MHUMbIE

PA3HbIX 3HAKOB



AN
N

T




JlnHeapusoBaHHaa cUCTEMA  HenuHelHag cUCTeMa
B MallON OKPECTHOCTWU
CTauMOHapPHbIX COCTOAHUN




[ lpeanonoXxeHna moaenu Bonesteppobl

[lonynaums xxepTB Bcerga MMeeT A40CTaTOYHOEe KONMMYEeCTBO MNULLA.
[Tony4vyeHue nuiim B nonynaunm XUWHMKOB NMOSTHOCTLI0 3aBUCUT OT
pasmepa nonynauumn XXepT..

CKOpOCTb U3MEHEHNSA Nonynaunm NpornopLUnoHanbHa ee pasmepy.
Y XULLHUKOB HET OrpaHn4YeHnn B NOTPEONeHnm nuLLln.

Kaxabin BUO MOXXHO onmncaTtb O4HOU rnepemMeHHomn (To eCTb,
nonynaymm He UMeKT NPOCTPaAHCTBEHHOIO UM BO3PAaCTHOIO
pacnpeneneHns, KoTopoe MOXET BHOCUTb BKIad B AMHAMMUKY).



Mopgenb BonbTeppbl NOKa3blBaeT Ba)XHble CBOUCTBA
nonynaunn XMLLHNKOB U XKepPTB:

e [nHamuka nonynsaumm XMLHNUKOB U XXepTB UMEET TEHAEHUMIO K
konebaHnam. KonedbaHmnsa YNCneHHOCTU XULLIHUKOB U XXepTB
HabnOalTCA B €CTECTBEHHbIX NOMYNALMUAX.
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YncneHHOCTb NyLWHLIX 3BEPEN MO AaHHbIM KOMMaHun ['ya3oHoBa 3anuea.
(CeToH-TomMmcoH, TopoHTO, 1911)



Population size (thousands)

0

KpnBble YNCITEHHOCTH
3anua u pbicn B KaHaae

(no K. Bunnu, B. leTbe, 1974)
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Mopgenb BonbTeppbl Noka3blBaeT BaXXHbIe CBOUCTBA
nonynaunum XULHNKOB U XKepPTB:

CTaumoHapHas YMCIIEHHOCTb XXepPTB X 3aBUCUT OT NapamMeTpoB
XVLLIHWKA, a cTauMoHapHas YUCIIEHHOCTb XULLHUKE Y — OT
napamMeTpOB XepPTB.

_ ¢ _ &
Vyx Vxy

YBenuyeHne CKoOpoCTn POCTa XKEPTB, &,, MPUBOANUT K YBENMNYEHNIO
CTaLMOHAPHOW YNCNEHHOCTUN XULLIHKKA, HO HE CTALMOHAPHOMN YNCITIEHHOCTH
XKEepTB.

YnydweHune cpeabl 0OuUTaHUA ONs KepPTBbl BbIFOAHO XULLHUKY, a HE XepTBe



[Toyemy pacTeT YUCNO XULLHUKOB, ECNN
NPeKpaTUTb BbIJIOB PbibbI?

dx

= Ve Y = 0-X PP (Ex—0)X = Vxy XY
dy =) dy

f = Yy XY — &y — 0y 27 = Yy Xy — (&y10)y

BbI/10B PbIObI

| _ & +0
<——'— HeT BblnoBa, & = 0 X = Yy
_ (é‘x—S)
wa Y =
—~ EcTb Bbl0B, & # 0 Vxy

oo [ e h oo
T T T T

0 05 10 15 20 25 3.0 35 40



Kak yyecTb camoorpaHmyeHmne YncrneHHocTn?

Mogenb Bonbreppsl
Mopoenb ®epxtonbeTa

dx
T Ex X T Vxy XY dx

at — =ax — b-xX
dy dt
ar Yyx XY — &yY

*  YucneHHOCTb NONynsaunn XXepTB HE MOXET pacTu A0 6ECKOHEYHOCTU Aaxe B
OTCYTCTBUE XULLHNKOB B CUIy OrPaHMYEHHOCTU NMULLIEBLIX PECYPCOB, apeana
CYLLEeCTBOBAHMSA N NPOM.

« Takue xe «CaMoorpaHnyeHna» HakrnaablBakoTCA Ha nonyndaumnio XmwHMKOB.



Mopenb Bonbkteppbl C caMmoorpaHn4eHnem

AR v / A R 7
Bk w o DR g 1 el i bl ) i
L Y y

Ex' X — Vay XY — Oy XX




Y3

AHann3 moaenu

=0 <
y1 =0
_ Ex
x2=—
8% A<
y2, =0

_ ExOy + EyVxy

Xo =
° 0xOy + VyxVyx

_ & Vyx — Ey Oy

N 836831 + YyxVyx

ycmou4yugbil ¢hOKyC

dx
—— = & X — Vxy' XY — Oy XX
dt
dy
cedsno 77 = Yy XY — &Y = Oy Yy
G v ~ ~
1 : HeyCTONYnUBbIU
%%91 y3en Az >0
)/y f,vt% LeHTp . HEeYCTOM4YMBbIN
ceosno ZI7 = 5;;1.;;3 @7\* obOKYC: . Redsa > 0
@ % 3 YyCTOUYUBLIN
A c:‘q:(()) b\ ) pokyc Rel;, <0
b o B o2 ImA;, #0
%% YCTOUUYMBbIU = A
ysen Az <0
A>0  yemodyuselll yzen
o<(



da30BbIN NOPTPET CUCTEMDI

VA YA

YcTon4ymsebin
dookyc

YcTon4ymebin
y3en

Ceano x Cegno x

CTtauunoHapHoe cocTtosHue |l acumnToTuyeckn yCTonymeo.

CamoorpaHl/NeHme nonyndaumnn npnBoanT K yCTOVIHMBOCTM ee HNCJ1IEHHOCTMW.



Mopaenb XonnnHra- IasHHepa

CKOpOCTb pPOCTa NONyAALMU XKepTB X 3aBUCUT OT:

* CKOPOCTM pa3MHOXKeHUus ocoben B oTcyTCcTBUE
XULLLHMKOB (™ X)
* BANAHUA BHYTPUBUAOBOM KOHKypeHLI,VIVI 3a MULLLY

Kpoydopa Npu orpaHNYeHHbIX pecypcax ("' —)
XONNNHT
(1930-2019)  ° B/MAHMA XMLLHMKOB B npe,u,nonomeHmm YTO XULLHWUK
nepecraeT ybmnsatb, Korga Hacbiwaerca (™ E)
dx (1 x) Xy
— =T C
dt K g+x



Mopaenb XonnnHra- IasHHepa

CKOpOCTb poCTa Nonyaaumm XMUWHUKOB y

3dBUACUT OT.
* SY —PpPOCTa HNCNEHHOCTU XNLLHNKOB
2
S

¢ %— rmbenu XUWHWNKOB Npn HeAoCTaTKke NMnn
dy y
—~ =gy(] — =

U 2r =Sy =%)
[xkenmc TaHHep
(1914-1991) I'Ipe,u,nonomeHme: K~x. ﬂpM YyMmeHblWEeHNA

YUNCNEHHOCTUN XKepTB, BO3PACTaET rmbenb XUWHWKOB

dy

y
_ 1 — 2
dt sy( nx)



Mopaenb XonnuHra-TaHHepa

r— KO3OODULIMEHT POCTA XKepTs

S— KO3dPULMEHT pOCTa XMLLLHNKOB
K — émKocTb cpeabl ANA KepTs

C— MAKCMManbHaA CKOPOCTb
noTpebneHns KepTs

g— KO3OOUUMEHT NONYHACbILLEeHUA
Nn— KO3dPMLUNEHT KOHBEPCUM
buomaccel



AHanni3 mopgenu gy

(1-2)—c—2
—=71rx(1—=) —cC
dt K g+ x
CeaﬂO — =g 1 -
. 5y = 0 A<0 - Y ( nx)
(9)
1 HeyCTOI/I‘II/IBbII/I o >0
,%%x ysen
s
_ | T X ™ o
II xz — K 67 / Im/112¢0 _ Im/11,2¢0

e B A <0 ceoso b\%ﬁ ycTOW-IVIBbIVI
y2 =0 Seed Iy e
%% yCTONYUBBLIN %2=A e
ysen A2 <0

X3 A>0 ycmoUtyussll ¢hoKyc, y3en

Y3 >0  Heycmolivusslli hokyc, y3er



Tnbl AMHaMM4YeCcKoro noseaeHUA
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3aTyxatoLime KonebaHus HesaTtyxatowme konebaHma

(ycmou4uesll ¢hoKyc) (Heycmoliuueoiii gpokyc,
ycmouyueoliU npeoesbHblU YUKn)
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UTto obLiero mexay MasgTHUKOM, XMMUNYECKOWN
peakumen n B3anmogencrtesmemMm BnaoB?




[TonoxutenbHas n oTpuyaternbHas obpaTHble CBA3N

5 &

°K°p°CTb § cKopocT

KoopnuHaTa
K\\\jF//K/ KoopauHaTa

v
JlnHeapusoBaHHasa cucrtema

dx .
&lt—ax y
d—32=cx—dy

KoopauHaTa
| |

Bpems

|
! ,
| CKOpPOCTb

XKepTBa

XULHUK




YHuBepcanbHble XxapakTepUCTUKA
OVNHAMUYECKNX CUCTEM

* [loBegeHne npu masriom OTKIIOHEHUN OT COCTOSAHUSA
paBHOBecUsA (aHann3 metogom JlanyHosa)

° I'Iepexon B Ka4yeCTBEeHHO HOBOE€ COCTOAHUNE
(bndpypkauus)



bugypkaumna — kayecTtBeHHOEe N3MeHeHne AMHaMNYEeCKoro
NnoBeOEHNA CUCTEMDI:

budypkauMoHHbIe nepexoasl:

HeyCTOM4YUBLIN
y3en

cenno <> ysen

{ % censio-ysnosasi budypkauus

HEeyCTOMYUBbLIN

c¢okyc

budypkaumoHHaa guarpamma

x YCT. OKYC <> HeYyCT. OOKYC
YTl budpypkaumna poxageHmsa umkna

O_Z
YCTONYUBLIN 7 4 =A

y3en

He aBnswoTca dudypkaymsamm:
HeYCT. POKYC <> HeYCT. y3ern
YCT. QOKYC <> YCT. Y3€en



budypkalnoHHbIe Nepexoabl

G - Ceano <> y3er
HeyCTOU4uBbIN
% yaon ceano-yanosas 6udypkauus

HEeyCTOMYUBbLIN

dorye YCT. OKYC <> HEYCT. (OOKYC
- BudypKaums poXXAEHUS LMKNa

YCTONYMBbLIN

c¢okyc

YA ' O_z
%%gvmmw P4 . -4 He aBnsatorca budypkaumamu:

HEeYyCT. OKYC <> HEYCT. y3€en
YCT. (POKYC <> YCT. y3en

budypkaumoHHaa guarpamma



[Touemy nepexon pokyc <> y3en He budypkauma?

Tonondérna — n3y4yaet CBOMUCTBA NPOCTPAHCTB, KOTOPbIE OCTAOTCH
HEN3MEHHbLIMU NPU HENPEepPLIBHLIX AedopMauunsaX.
C TOYKM 3peHns TONOoMormun, Kpyxka n byonuk (normHoTopnn) — HEOTNTNHUMBI.

XKionb AHpm MNyaHkape
(1854-1912)

O6bekTbl, KOTOPbIE MONy4alTCcs B peadynbrate gedopmaumu, npoucxogsimnx 6e3 paspbieoe
U cKknleueaHuu, roMeoMopdHbl (ognHakoBbl). Tononorna — « pe3anHoBasi reoMeTpuUsi»



budypkalnoHHbIe Nepexoabl

G - Cefno <> y3er
HeyCTOU4uBbIN
% yaon % ceano-yanosas 6udypkauus

y t/H y
/ L/’// ' HEeyCTONYUBbIN
s : T dorye YCT. (POKYC <> HeYCT. (POKYC

- BudypKaums poXXAEHUS LMKNa

YCTONYMBbLIN

c¢okyc

YA . O_z
%%  yerowon v . -4 He asnsawTtca budypkaumamm:

HeYCT. OOKYC <> HEeYyCT. y3en
YCT. POKYC <> YCT. y3er

budypkaumoHHaa guarpamma



Cenno-yanoBasa oudypkaums

IameHeHne dpa3oBOro NoOpTpeTa

g//‘?& /3. n /&/ Q/

I3ameHeHne nornoXXeHnsa u (bOprI MaBHbIX N3OKJTUH

A g,

Mv——_—

>
X

ConunxeHne cegna v ysna — CrnmsiHne — UCYE3HOBEHME



budypkalnoHHbIe Nepexoabl

G - Ceano <> y3er
HeyCTOU4uBbIN
% yaon % ceano-yanosas 6udypkauus

y t/H y
/ L/’// ' HEeyCTONYUBbIN
s : T dorye YCT. (POKYC <> HEYCT. (POKYC

- BudypKaumsa poxXAEHUs LMKna

YCTONYMBbLIN

c¢okyc

YA . O_z
%%  yerowon v . -4 He asnsawTtca budypkaumamm:

HeYCT. OOKYC <> HEeYyCT. y3en
YCT. POKYC <> YCT. y3er

budypkaumoHHaa guarpamma



budypkauna poxgeHna npeaenbHOoro Uumkna

JTInHenHas
cucrtemMa

YCTOMUMBbIN LieHTp HeycTonumBblii
POKYC doKyC
@ @ HennHenHas
cuncremad
YCTONUMBBIV Heyctonumebiii  MNpeaenbHbiii

¢pokyc dokyC + LIMKIT



budypkaunn

EEEE—_—_EECEEEBemmmm

budypkaums
yABOEHUA nepuoaa,

rnepexoq K XaoCy




