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iccnegoBaHne cuctembl 2-xX andodepeHumnanbHbIX YypaBHEHNN

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

2r ~ dxy) Qx,y) =0 (X2 Y2)

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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YCTONYMBbIV YCTONYMBBIIA HeycToumebin  HeycToN4MBbIiA
y3en dokyc y3en dokyc

Cenno LieHTp



Cucrema NMHENHbIX XUMNYECKNX peaKLnK

vl UZ U3
—_— Yy —3

Bewectso X BellectBo Y
- MpuUTEKaeT U3BHEe C NOCTOAHHOWU - 0bpasyetcs 13 BelecTBa X CO
CKOPOCTbIO V, CKOPOCTbIO V, = K, X
- npeBpallaeTcy B BellecTso Y - BbIBOAUTCS M3 Chepbl peakumu
CO CKOPOCTbIO V, = K, X CO CKOPOCTbIO V=K, Y
dx !
ar = ki — kyx INMnHenHas
dy dBTOHOMHAA CUMCTEeMa
= _ 2-x O1Y
= k,x — kjy 1



ViccnenosaHve Moaenu ar - T kX
Y x—k
v, v, v, dr 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 dr X T 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 - = ki — kax
dy
[ NaBHbI€ N3OKMUHbI - = kax —ksy
dy kox—k3y
— = = tga
dx ki—k,x
YpaBHEHNE UIOKITNHbI YpaBHEHNE U3OKITUHbI
rOPU3OHTAanNbHbIX KacaTenbHbIX BEPTUKASbHbIX KacaTelbHbIX
a=0° a=90°
dy k,x dy K1
—:O’y:— — = 00, X = —
dx ks dx K>
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KnHetnyeckne ypaBHeHua J10Tku
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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

k Kk V2 K
> A—2 > X L 5Y 2 5B
* [lycTb B HEKOTOPOM 0ObEME HaxoauTcH B N30bLITKE BeLecTBO A

* Mornekynbl A ¢ HEKOTOPOW MOCTOAHHOW CKOPOCTLIO K, NpeBpaLlaloTca B
MOJeKynbl Bellectsa X

* BelecTtBo X MOXET npeBpaLlaTbCs B BELWECTBO Y C KOHCTAHTOW CKOPOCTU
K,, MpU4YemM CKOpoCTb 3TOWN peakumn Tem bornblue, Yem bosnbLue
KOHUEHTpauuns BelwlectBa Y (peakumsi BTOPOro nopsaaka).

« Monekynbl Y B CBOIO o4epeab Heobpatnmo pacnagaroTcs C KOHCTaHToM K.,
B pe3ynbraTe obpasyeTcsl BewecTso B



MOLEJIb JIOTKW

S 00";0"2'5-

S A K >X kl sY —2 5B

cybcTtpart NPOOYKT

AKTMBaLMA NPOAYKTOM



MOLEJIb JIOTKW

SA—fo yx M 3y _k 4B

Cucrtema ypaBHEHUN, ONUCLIBAKOLLMX peaKLnto

dx
—— = ko — kyxy 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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kiko x e 0y
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= () ox  k, oy
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XapaKkTepucTunieckmu ) kl kO
onpegenuTens A4 4+ A + kok; =0
K2
Xapaktepuctmyeckoe

ypaBHeHMEe
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[lapameTpuyeckaa anarpamma
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KnHetnyeckne ypaBHeHua J10Tku

|
ELEMENTS d
PHYSICAL BIOLOGY i d_ kO _ k1 X y
ALFRED J. LOfI‘YKA, MA, DSe. @ 5 t
— = kyxy — k,y
— d 1 2 Anbdpen

[I>xenmc JloTka
(1880 —1949)

XMHNYyeckme peakumm

B3anmoaoencrtesme ocoben
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»



PoxxoeHne mogenn « XULLHUK-XXepTBa»

 becegbl ¢ 300510rom
YMmb6epTo [1'AHKOHa

’

e CTaTUCTUKAa PbIOHBbIX
YmbepTto [1'’AHKOHA
(1896-1964) PbIHKOB Ha AgpuaTtuke |

La Lotta per I'Esistenza (1942)

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



Mopaenb Bonbsteppsl

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
dt = Yyx 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 — &) —exey =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
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JlnHeapusoBaHHaa cUCTEMA  HenuHelHag cUCTeMa
B MallON OKPECTHOCTWU
CTauMOHapPHbIX COCTOAHUN




[lpeanonoXxeHna moagenu Bonekteppobl

[Monynsuusa xKepTB Bcerga UMeeT A0CTaTOMHOE KONMUYECTBO MULLW.
[Tony4yeHne nuLmM B NONynsaunum XULLHNUKOB MOSTHOCTBIO 3aBUCUT OT
pa3mMepa nonynsauum XepTs.

CKOpPOCTb M3MEHEHUSA NMONYNALMK NPONOpLMOHanbHa ee pasmepy.
OkpyxatoLlasi cpea He MeHSIETCA B NOfb3y 04HOro BMaa, a
reHeTu4yeckasa agantaunsi HeCyLLLeCTBEHHaA.

Y XULHUKOB HET OrpaHn4YeHnn B NoTpedneHnm nuLn.

Obe nonynaunum MOXHO onnucaTtb O4HON NepeMEHHON (TO ECTb,
nonynsiyMm He UMEKT NPOCTPAHCTBEHHOIO UMM BO3PACTHOIO
pacnpeneneHmnsi, KOTopoe MOXET BHOCUTb BKIad B AMHAMUKY ).



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

e [nHamuka nonynaumm XMLWHNUKOB U XXepTB UMEET TEHAEHUMIO K
konebaHnam. KonebaHnsa YMCNEeHHOCTU XULLHUKOB U XEPTB
HabnoOalTCA B €CTECTBEHHbIX NOMYNALMUAX.
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YncneHHOCTb NyLWHLIX 3BEPEN MO AaHHbIM KOMMaHun ['ya3oHoBa 3anuea.
(CeToH-TomMmcoH, TopoHTO, 1911)



Population size (thousands)
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KpnBble YNCITEHHOCTH
3anua u pbicn B KaHaae

(no K. Bunnu, B. leTbe, 1974)
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Mopenb Bonkteppbl NoOKa3blBaeT BaXXHble CBOUCTBA
nonynaunn XMLLHNKOB U XKepPTB:

CTaumoHapHas YNCNEHHOCTb XepTB X 3aBUCUT OT NapamMeTpoB

XMLLUHMKA, @ CTaLMOHAPHast YACIIEHHOCTb XULLHMKA Y — OT
napamMeTpoB XXepTB. e

—_— = g .x — ')/x .x.y
dt X Y
Ey Ex

_ _— dy
X = — y — — = X — &
Vyx Vi at Yyx XYy y'Y

YBenuyeHne CKopocTu pocTa XepTB, €,, NPUBOAUT K YBENNYEHUIO CTaLMOHapHOU
YMCNEHHOCTU XULLHMKA, HO He cTauuoHapHOW YUCIEHHOCTU XepPTB.
YnyJweHue cpefbl 00UTaHUA Ons XKEPTBbI BbITOAHO XULLIHMKY, a HE XXepTBe



Kak yyecTb camoorpaHmyeHmne YncrneHHocTn?

Mogenb Bonbreppsl
Mopoenb ®epxtonbeTa

dx
T Ex X T Vxy XY dx

at — =aXx — 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




AHanuni3 moaenwu

(0]
1 HEYCTOVI‘-IVIBbIVI
dx f%% y3en
dt = Ex X T Vxy X'y — SxX.X' / fer GeHTp % ;\HeyCToutMBbm
_ Red;, =0 x Re ;. 0
dy Z - Cmizo dDOKy(i A 2 0
—_— = yyxxy — gy.y — Syyy ceano @) @; yCTOI/I‘-IVIBbII/I
dt . y ¢0Kyc Red;, <0
hodz <0 2 Im/l' #0
%% YCTONYNBbLIN % = A v
— . O KOpHM y3en 112 <0
|. X1 = NeNCTBUTENbHbIe, HEYcmou4uebIU |
Vi = 0 Ay >0 y3en
KopHwu
£ 8 £y 1) NEencTBUTENbHbIE, ycmolivuebii
Xy rY YA Mo <0 y3en
I I . 0x0y — VyxVyx
£,0 €
y, = 6y6x ks 5 KopHW KOMMeKCHo- ) )
xOy ~ VyxVyx ) COMPSDKEHHbIE, SRR
@OoKyc

Re A, <0



da30BbIN NOPTPET CUCTEMDI

) A ! VA
YcTon4ymsebin

dookyc

YcTon4ymebin
y3en

e J

CTaumoHapHoOe COCTOSAHME aCUMMTOTUYECKN YCTONYNBO, U peLleHne YCTONYMBO K
ManbIM U3MeHEeHUAM MpaBblX YacTeW ypaBHEHUN.

CamoorpaHquHme nonynaunun npunBoauT K yCTOVIHMBOCTM ee YNCJITIEHHOCTMW.



Kak coenatb mogenb bornee peannctn4yHom?
CKOpOCTb poCTa Nonynsauun XXepTB X 3aBUCUT OT:

* CKOPOCTU pa3MHOXeHUA 0COben B OTCYTCTBMUE
XULLHMKOB (~ x)

* BIUSIHUSA BHYTPUBUOOBOW |<0H|<ypeHLu/||/| 3a nuLy npwu
OrpaHUNYEHHbIX pecypcax (~ — )

o BMAUSIHUSI XULLHUKOB B I'IpG,EI,I'IOJ'IO)KeHI/II/I, 4TO XMLLHMK
X
nepecTaeT ybuBaTh, KOraa HacblLLaeTcs (~ D—erx)



Kak coenatb mogenb bornee peannctn4yHom?

CKOpOCTb POCTa nonyndaunn XmMwHNKOB Y-

« Ecnu anga nopgagep)XaHus XXU3HW OOHOIO XULLHUKA HY>XHO J KepTB, TO

o X
nonynauna n3 X >KeptB CMOXET obecneynTb NnULLEN 7 XNWHUKOB

« YcnoBue, YTO KONMMYECTBO XULLHNKOB HE MPeBbILLaeT KPUTUYECKYHO
X

BEMNYUHY 7 [10CTUraeTcs, ecnu
dy Y- _
— =5y —s]— 7 =")
dt X J

Sy ~ XapaKkTepuayeT pOCT YACMEHHOCTMN XMLLHWKOB
s]y; XapakTepuayeT rmbenb XULLHUKOB NMPW HeaocTaTKe MuLLIn



Mopaenb «XULLHUK-XepTBa»
XonnuHra- I aHHepa

dx X* Xy
dt e K WD + X
dy y*



da30BbIN NOPTPET KnHetnyeckume KpuBblie
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Tunbl AMHaMUYyecKoro noseaeHuUA:

3aTyxatolme KonebaHus HesaTyxatowme konebaHus
(ycmou4uebili poKyc) (ycmoliyuasiii npedenovHobiii Yyukn)
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UTto obLiero mexay MasgTHUKOM, XMMUNYECKOWN
peakumen n B3anmogencrtesmemMm BnaoB?




[TonoxutenbHas n oTpuyaternbHas obpaTHble CBA3N

5 &

cxopoch j CKopocTb

I
noJsyioxeHue l

HOHOMGHMG
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W nonomeHMe
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JlnHeapusoBaHHasa cucrtema

CKOpPOCTb

X

dx .
gt—ax y
—y=cx—dy Y

dt



YHuBepcanbHble XxapakTepUCTUKA
OVNHAMUYECKNX CUCTEM

* [loBegeHue npu manom OTKIMOHEHUU OT COCTOSHUA
paBHOBecCUA (aHann3 metoaom JianyHosa)

* [lepexon B KayeCTBEHHO HOBOE COCTOAHUE
(bndpypkauus)



budypkaunn

EEEE—_—_EECEEEBemmmm

budypkaums
yABOEHUA nepuoaa,

rnepexoq K XaoCy




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



