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OEMO3KOIJIOI NA.
ONPEAOENNEHHUA




PasgeneHne akonormm Ha ayT-, AeM- WU
CUH3KOsoruto (3konoruo ocobeun, nonynaunm
M coobLLECTB) CTano OOLLENPUHATBLIM.

M ecnun BONpoCkI ayT3KOMornn vatle BCero
«rnepeagpecoBbIiBalOTCA» OMNOKY
donsmonornyeckmx Hayk, To OemM- W
CUH3KOJIONMA — 3TO U eCTb, COOCTBEHHO,
9KOJIOrusl.

M nonynaumMoHHbIN, U SKOCUCTEMHbLIM NoaXoAbl
B 3KOJTOTMN UMEIOT AOCTAaTOYHO pa3BUTLIE
annapaTtbl METOOOB UCCNeaoBaHMN N CBOU
TeoOpPETUYECKNE NMOCTPOEHUS.




JleoHappo u3 Nu3sbl,
JNleoHappno ®uboHa4YuM
(cbiH BoHa4uu), 1180-1240

MO>XHO cyuTaTb, YTO
TeopeTn4yeckue nonyns-
LMOHHbIe UccrnenoBaHus
Be4yT CBOIO UCTOPUIO C
paboT JleoHapao u3 lNun3bl
(PudboHayvum; 1202 r.), HO
NULLBb BTOpPasd YeTBePTb XX
BEKa crnpaBeasiuBoO MOXeT
ObiTb Ha3BaHa «30S10TbIM
BEKOM TEOPETUYECKOW
SKomormm» B pamMkax
nonynsuMoHHOro noaxoaa.




lMonynsuus (OT nat. populus — Hapoa,
HacerneHwue) — co8oKyrnHocme ocobeu
00H020 8uU0a ¢ obwumM 2eHOgOHOOM,
Komopas gpopmupyemcs 8 pe3yribmame
g3aumooelcmausi NomokKa eeHos U ycriosuu
8HeWHeu cpeOdkl 8 ripedersiax ornpeoersieH-
HO20 rpocmpaHcmea. | eHeTu4yeckoe
€VHCTBO MOnynsaunm onpegensieT ee
OCHOBHOE MOJIOXKEHME KaK afieMeHTapHOU
eNHNLbI 3BOSOLIMOHHOrO npoLecca.




B 3konormm 4acTto ucnonb3yetcs YnpoLleHHoe
(NparMaTn4yeckoe) NOHATUE JTOKasIbHOU nonynasayuu
— COBOKYrnHocme ocobel 00HO20 8uda Ha
oripeodesieHHoU 3Kosioau4eckKku OOHOPOOHOU
meppumopuu.

BAn3knum K 9TOMY SIBMNSIETCH
NOHATUE UeHononynsayus
(npegnoxeHo B 1961 .
B.B. [leTpoBCKUM) —
COBOKYINMHOCmMb ocobeu
guda 8 ripedesiax coob-
wiecmea (4Yalle ncnorb-
3yeTcs B OUTOLEHONOMNN).




[Monynsauusa, Kak 1 nbana crioXxHaa cuctema,
XapakrTepusyeTtcs AMHaAMUKOWU, CTPYKTYPOU U
CUCTEeMHbIMU (rpPyNnnoBbIMU) CBOUCTBaAMMU-
XapakTepucTukamm.

 [InomHocmb nonynsayuu — 4YNCno
ocoben nnu bruomacca nonynaunm
(peXxe ncnonb3yrTca apyrue
nokasaTenu; HanpumMmep, cogepxaHne
OHK nnn PHK) B pac4yeTe Ha
egnHuLy nnowaan unm oovema.




OOHO M3 OCHOBHbIX 3aTpPyAHEHUN NPU U3MEPEHUN U
BblpaXX€HMN NNOTHOCTU NONYNSALUUN BO3HUKAET B CBSA3N C
TEM, YTO 0COOUM nonynsuMn pasmMeLleHbl B MPOCTPaHCTBE
HEPAaBHOMEPHO W MOTOMY pPasnnyarT CcpPeoHrH
rniaomHydocms (NapamMmeTp nonynsaumn Ha eanHuLy BCEero
NPOCTPaHCTBA) U 3KOJI0O2UYECKYH MJI0OMHOCMb
(mapamMeTp nonynauum Ha eguHnLYy
3acenieHHoro nonynauuen
NPOCTPAHCTBA).

Tak, no HabnoaeHunam A.B. NenawBunu,

B TYPKMEHUN OCEHLIO, KOraa HavynHatoT
cnyckaTb BOAY B apbikax, OpoLuaoLmnx
XI10MNKOBbIE NOMA, oduTarLme B HUX y
PbIObI HAYMHAKOT CKannMBaTbCs B rNy0o-
KNX MECTaxX U Nocrie OCYLEHNS apblka nX

MOXXHO cobupaTb pykamu B AMax Ha AHe. faena BexaHosuy
Nenawswunu (r.p. 1946)




* Poxdaemocmb — POCT YMCria HOBbIX OCODEN
nonynaunm 3a cHET pa3MHOXEHUA, cpeaHee
YMCIO NOTOMKOB (Ha COTHIO, ThICAYY UMK ApYroe
4YMCII0 pa3MHOXaloLLmMXcst ocoben) B eauHMLLY
BPEMEHMN.

MakcumanbHasi poxxdaemocms (abcontoTHaA UnNn
domnanornormnyeckasi) — obpasosaHne TeOPETUYECKN
MaKcuMarbHO BO3MOXKHOIo KOfiM4yecTBa HOBbIX 0COben B
naearnbHbIX YCIIOBUSAX; 9KOJ1I02UYeCcKasl poxxdaemMocmb
(peannsoBaHHas) — POXXOAaeMOCTb NPU PaKTUYECKNX NN
cneundunyeckmnx ycroBmsax cpeanbl.

YOoenbHasi poxxdaeMocmb — 3TO POXAAEMOCTb,
OTHECEHHas K obLemMy 4Ynucny ocoben nonynauum B
HayaribHbIN MOMEHT BPEMEHMN.




« CmMepmHocmb — cpegHee 4Yncno ocoben
nonynaunm, ymepLumx unm nornoéwmnx (Ha
COTHIO, ThICSIMY UMK Apyroe 4ymcrno ocoben
BCEW NONynsiuMn UNn ee YacTtn) B eanuHNLY
BPEMEHMW.

EcmecmeeHHasi cMepmHOCMb — YNUCTIO
yMepPLUUX OT OObIYHBIX NPUYNH; aHaNOrM4YHO
POXXOAEMOCTU pasnmMyalroT TakKe MUHUMAasIbHY,
3K0J102UYECKYI0 U yOerlbHYyr CMEPMHOCMEb.




N  Bo3pacmHou cocmae rnonyiis-
Yuu — COOTHOLLEHME B COCTaBE
nonynsymm ocodben pasHoro BO3-
PACTHOrO COCTOSIHUSA, YTO onpeae-
NseT ee CNOCOOHOCTb K pa3MHOXe-
HUIO KaK B @HHbIK MOMEHT, TaK U B
NPOrHo3npyemom oyayLiem.

Ons pactennn T.A. PaboTHoB 1 A.A.
YpaHoB ornpegenunu 4Yetblpe rpynneol,
B35B 3@ OCHOBY pa3srpaHuyeHue
XM3HEHHOIO LiUKa pacTeHUU Ha YeThkipe
nepuoga — nateHTHbIV (nepuoa
NnepBUYHOIo NOKOS — CeEMeHa, Nnoapbl,
KIMYOHW, NYKOBUYKN U MP.), BUPTUHUSTEHBIN
(Monogble ocobun), reHepaTUBHLIN

P ~ (3pernble) n ceHurbHLIN (CTapble).
Anekcen AnekcaHgpoBuy

YpaHos (1901-1974)




 Bumanumem (cuH.
XWU3HEHHOCTb, OT nart. vitalis —
XU3HEHHbIN) — NoKasaTerb
XM3HEHHOIO COCTOSAHUS
ocobu, obecneumBaoLL A
peanunsaumio reHeTUYECKN
o0yCcnoBnNeHHOW NporpamMmmbl
pocTa N pasBUTUA.

FO.A. 3noouH (1989) pasnuyaer
BUTANMUTET Ha YPOBHE 0CcobewN,
LleHononynaunm 1 BUO0B.

IOnnaH AHapeeBuy
31no6buH (r.p. 1932)




Ha ypoBHe ocoben BUTanmTeT onpeaensaeTcs, npexae
BCero, bmomaccou (4em ny4yile pasBuT OpraHn3m, Tem
OH KpynHee; pasnuyaroT KpyrHble, AL |
cpeaHue n merkne ocobu), npoayk-
LIMOHHbLIM MPOLIECCOM U CTEMEHbIO
KOHTPOS1A 0COOLI0 OKpYXKatoLLen
cpenbl (ana pacteHnun — UToreHHoe
rnone, onsa XXMBOTHbIX — MHADOpMa-
LIMOHHOE). Chenopodigii:

CyLlecTBYET npsiMasi CBA3b BUTanuTeTa v nroT-
HOCTWK nonynsauun (Hanpumep, ocobn mapu dernon
[Chenopodium album] n3 ueHononynaunm ¢ HN3-
KON N BbICOKOW NMOTHOCTLIO MOTYT pasnnyaTbCcs
no gputomacce 8 20 Tbicau (1) pas;

HaymoBa, 1995).




Ha ypoBHe ueHononynauumn BUTanuTeT
onpegensieTcs COOTHOLLEHNEM OCODEN
pPa3HOro Tuna: pas3nuyaroT NPoLBETAOLLNE
LeHononynauun (npeobnagatoT KpynHbIE U
cpeaHne ocobun), paBHoBecHbLIE (BCe rpynmnbl
npeacraBneHbl bonee Unm MeHee
PaBHOMEPHO) U JenpeccunBHbIe (NpeobnagatoT
MenKne ocoou.

Ha ypoBHe BMAOB BUTANIUTET OLIEHNBAETCA C
MOMOLLbIO LKAl KU3HEHHOCTU (HANPUMEP,
OIS pacTeHU Takas Lwkana bbina npeanoxe-
Ha XK. bpayH-bnaHke n . lNaBunsapom
[Pavillard Jules; 1868-1961]).




 [lonnoeassi cmpykmypa nonyasyuu —
COOTHOLLEHME NOJNIOB B NONYJIALMUN.

YncneHHoe CoOOoTHOLLEHME NOMoB N, 0OCODEHHO,
O0SA pasMHOXAaKLLMXCA cCaMOK B MOMynsLmu,
MMeeT DosbLUoe 3Ha4YeHne Ans aanbHenLWero
pocTa ee ynucrieHHocTn. CoOOTHOLLEHWE MNOSIOB
3aBUCUT npexae Bcero ot buonornm suga v
CUNBbHO pa3snunyaeTcsl y MOHoraMHbIX (>KypaBsu,
nebeanun; cooTHoLIeHWE NonoB, npumepHo, 1:1)
N MONUraMHbIX XXUBOTHBIX (MOPCKNE KOTUKM,
naBunaHbl U Np.; TMNW4YHO NpeobriagaHne camok).




 Yemouyueocmpb — 0ONH N3 OCHOBHbIX
CUCTEMHbIX NAapaMeTpPOB, CMOCOOHOCTb
nonynsauvMu NPOTUBOCTOATDL
BO3MYyLLalOWNUM (hakTopam cpenbl B
LiesisiX CBOero coxpaHeHwus.

EcTecTBEHHO, 4TO HE cywecTtByeT O4AHOIo Tura
MEXaHN3Ma YrIpaBJieHUA

YCTOMYMBOCTLIO MOMNYSALMNA. ﬁ
Pasnuyator: N -

HadexXHocmb (COXpaHeHne
nonynaumm 3a CYeT nepe-
MEHHOCTU ee ocoben);

ycmou4usocmsb o JissnyHoey
(OTCYTCTBUE PE3KMX KOSlebaHnm
YMUCNEHHOCTN);

AnekcaHap Muxannosu4
NanyHoB (1857-1918)




ycmol4usocmsk o JlazpaHxy, nnn omHocumesibHyro cmabusbHoCmb
(OTHOCUTENbHOE NMOCTOAHCTBO YNCIEHHOCTU NONYNALUN);

ycmou4yusocmab rno XosisiuHz2y, Unn ynpyaocmae (CoOXpaHeHne
BHYTPEHHUX B3aMMOCBS3en nonynsyum npu Bo3MyLLLEHNUN €€ COCTOAHUSA
3a CYET U3MeHeHUs Bomacchl, BO3pacTHOM CTPYKTYpPbl, AUHAMUKU
YMCMNEHHOCTN);

ycmou4yueocms rno ®neuwmaHy, Unun xuesy4decmsp (CNOCOOHOCTb
aKTMBHO MPOTMBOCTOSATb BPeAHbIM BO3AENCTBUAM cpeabl);

ycmou4yueocmb no Ceupexesy uepapxudeckas (CoxpaHeHue
CTPYKTYpPbI MONYNALUNK 3a CHET CTabNNN3NPYIOLLETO JENCTBUSI BCENO
coobulecTBa UNU 9KOCUCTEMBI).

Xo3sed JlarpaHx e E /4
Joseph-Louis Crawford Stanley 59HIJMOH CemeHoBMY Opuin Muxannosuy
Lagrange (1736-1813)  Holling (r.p. 1930) ®neiwmaH (r.p. 1926) Ceupexes (1938-2007)




 MuHumanbHas
XXU3HecrnocobHasi nonynsayusi —
MUHMUMaArNbHbLIU pa3mMep nony-
nAUnnN, CNOCOOHOUN COXpPaHATb
cBoe cylecTBOBaHMe B
MEHSIOLWMXCA YCNOBUAX cpeabl, (
«...BbDKMBAHWE nonynsauun B
COCTOSIHMKN, obecrnevmBaroLLEM
COXpaHeHne ee XU3HEHHOW CUTbI
N BO3MO>XHOCTMW 3BOJTHOLMOHHOIO
CTaHOBIEeHUA aganTtaunum» ” :
(Cynen, 1989, c. 10). PYREIN.

PoGepT Mak-ApTtyp
Robert MacArthur (1930-1972)

[ToHaTNe « MMHUMAanNbHOW
XXM3HECNOoCcobHOoM nonynsauum»

npegnoxun P. Mak-ApTtyp B 1967 .




OEMO3KOIJIOI NA.
OANVHAMUKA




KOHUENUUA YCTOUYNBOCTMW
nonynaumn

KoHuenuua, cBsa3aHHaga co BTOPbLIM Havyarnom
TEPMOJNHaAMUKN, COracHO KOTOPON rtobasi
eCcTeCTBEHHad cMcTemMa C NMPoOXodsLmm Yyepes Hee
MOTOKOM QHEPIrUmn pa3BmMBaAETCSH B CTOPOHY
YCTOWYNBOIrO COCTOSIHMUA MPM NMOMOLLIN
camoperynupyrowmx (dydepHbix) MEXaHN3MOB.

CnocobHOCTb CaMOCTOATENIbHO AOCTUTHYTb YCTONYMBOIO
COCTOSIHMSI CBOMICTBEHHA TOSBbKO XXMBbIM CUCTEMAM.

B cny4ae KpaTKkoBpeMEHHOro AeCTabunmanpyroLero
BO34EUCTBUSA (pakTOPOB cpeabl Ha cuctemy (nonynauuto)
bydepHble MexaHn3Mbl 0becrneymBaloT BO3BpaT K
YCTONYMBOMY COCTOSAHUIO.




[Ba noaxoaa ons o0 bACHEeHUS YCTOMYMBOCTU Nonynsaumm

PerynaumoHuam. OTHOCUTENLHO CTabUNbHbIE NONYNALMN
KOHTPOSINPYIOTCSHA, B OCHOBHOM, 3aBMCUMbIMM OT NJSIOTHOCTU
npegenamm yBenmieHust nonynsaumm cBepx AonycTMmMon
4yucrieHHocTn. PasmelleHne nonynsaumy B NpOCTPaHCTBE
obycrnoBrneHo abnotnvyecknmmn dpaktopamm (He 3aBUCSALLIMMMA
OT MNOTHOCTN), a AMHaAMUKa — DMOTUYECKUMM (KaK NpaBursio,
3aBUCALLMMW OT NSIOTHOCTN).

Ctoxactuam. lloaxon, 6asmpyrolmMncs Ha OpYron ruroTese u
CUYMTAKOLLMWN, YTO «PaBHOBECHbLIN YPOBEHb YNCITIEHHOCTU» — 3TO
apTtedakT ycpeaHeHuUs 3a AnNnTenbHbIN CpoK. [lonynaumu, He
ABNSAOLLNECA OTHOCUTENBHO CTAbUNBbHLIMW, MOTYT OOCTUraTh
YCTOMYMBOro COCTOSIHUA Nb bnarogaps dakrtopam, KoTopble
onpenenarT HUXKHME rpaHuLbl nx dnyktyauun. PasmeleHne
nonynauun B NPOCTpaHCTBE N UX AMHAMMKA BO BPEMEHMU
orpaHun4eHbl O AHUMMN N TEMU Xe ddaKTopaMMu.




TMINOTE3A HukoncoHa
("3adbhbeKT 3aBUCMMOCTU OT NMOTHOCTU") -
perynsunoHn3m

[MTonynauun npeacTtaBnsaoT codbon cTabub-
Hbl€ CUCTEMBbI, CITIOCOOHbIE Briarogaps KOM-
NeHcaToOPHbIM MexaHn3mMaM NMPOTUBOCTOSATb
NMUMUTUPYIOLLEMY OEUCTBUIO (DAKTOPOB
BHELLUHEWN cpenbl; NPY 3TOM KOHTPOSIMpPYOLLnE
CTabUNMBbHOCTb (PaKTOPbI YNPaBATCH
n1o0mMHOCMbIO nNonynsayuu.

JTa rmnortesa paspabaTbiBanach
aBCTParmMmMCcKUmM 3HTOMOJIOrOM
A. HukoncoHowm (Nicholson, 1933).




Mprmepammn MOTryT CRYXUTb:

« pabotbl P. Cmuta (Smith, 1963), akcnepuMeHTarnbLHo
noaTeepanBLLME MPAMYH 3aBUCUMOCTL CKOPOCTU pocTa
nonynauun pavka Daphnia magna oT ee NNOTHOCTU;

e aHanorun4dHble akcnepmmeHTbl A. Hukoncona (Nicholson,
1954) ¢ nabopaTopHON nonyndauMen naganbHON MyXu
(Lucilia cuprina); ©Oblno gokasaHo, YTO OCHOBHas
NPUYNHA BO3HUKHOBEHNS LIMKITUMYECKNX KONnebaHnn
YMCNEHHOCTU NMPU IMMUTUPOBAHNN NULLEWN JINHUHOK —
9TO NepuoanyYecKnn poct CMEPTHOCTHU, a NMpwu
NMMMUTUPOBaHNKM NULLLEN B3POCTIbIX 0coben —
nepnogndecKkoe CHMKeHNe poXxXgaemMocTu;

« Q. NIak (Lack, 1954, 1966) Ha npumepe 6onbLIon
cuHuubl (Parus major) nokasan, YTo C POCTOM MMOTHOCTHU
BO3pacTaeT CMEPTHOCTb MONoAbIX NTUL, B NEPBLIN rog
NX XN3HU (OCODEHHO B Nepuoa nocre Bbifieta U3 rHesga
N 00 NO3QHEN OCEHUN) N MOYTU HE CHUXKAETCS cpedHee
4YKMCIMO AL, B KNnagke.




The
AIMCTHC AN
MNouralist

Vol. XCIV, No. 879 The American Mataralist Nevember=December, 1960

COMMUNITY STRUCTURE, POPULATION CONTROL.,
AND COMPETITION

NELSON G. HAIRSTON, FREDERICK E. SMITH —
AND LAWREN:

De partment of ?,uo‘luﬁy, The University of M'u;]l.isnn, Ann Arbee, Michigan

The methods whereby natural populations are limited in size have been
debated with vigor during three decades, particularly during the last few
vears (see papers by Nicholson, Birch, Andrewartha, Milne, Reynoldson,
and Hutchinson, and ensuing discussions in the Cold Spring Harbor Sym-
posium, 1957). Few ecologists will deny the importance of the subject

Ppepepuk Cmut
Frederick E. Smith
(1912-1975)

AnekcaHap HukoncoH
Alexander John

Nicholson (1895-1969) Aasup Jak
David Lambert

Lack (1910-1973)




TMIMNOTE3A PABHbIX SATPAT

Puwlepa

[MpepgnonoxeHue o6
onTUMarnbHOM 3HaAYeHUu
COOTHOLWeHusa nonoB 1:1.

[ MnoTe3a npeanoXxeHa
PoHanbpom ®Puwiepom B

1930 r.
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Ronald Aylmer Fisher
(1890-1962)




TMNOTE3A ANO®DPEPEHLIMPOBAHHOW
CNEUMNATINZALUUN NOJIOB lNeogoksaHa

OunddepeHumnauma nonos
nponucxoanT NO ABYM OCHOBHbIM
HanpaBrieHUAM 3BOJTIOLUU:
N3MeHeHUo (My>XCKOU non) wu
coxpaHeHuro (XKeHCKun non).

[TocKOMbKy Ha pasHbIX aTanax
9BOJTIOLMMN 1 B Pa3HbIX YCITOBUAX
cpeabl TpebyeTtcsa pasnuyHas
9BOJIIOUMOHHAA MNAacTUYHOCTb
nonynsyun, TO CYLWLECTBYET
ONnTUMalsibHOE€ COOTHOLLEHME MOSIoB
(ONsa rpynn NosioBoU 3penocTu),
oTnnyHoe ot 1:1.

TN N pencrtaBlieHnNyd pa3BnUBarOTCA

B.A. ['eonaksiHoMm (1967, 1972). B;';ﬁ;f&{,"‘f’fj“f&%j




B kauecTBe NpuUMepPOB yKaXeM Ha yBesfimyeHmne B YyCrnoBusix
CTpecca O0Nn MYXCKMUX ocobeun B nonynaunax ABYyAOMHbIX
pacteHun (y Bugos n3 pogos Salix, Populus, Juniperus;
MwupkuH n gp., 1989),

Mnn crioxmslleecqa (MNo-BManMMoOMy, OMTUMASIbHOE)
COOTHOLLEHME MNOJSIOB B CUCTEME Mapa3nT-XO35AMH
(dpunometpa [Philometra rischta Skrjabin, 1923] — nnoTtea;
KaszakoB, 1996). camubl : camkm — npumepHo, 3:1.




TMMNOTE3A IUMUTUPOBAHUA
YUCNEHHOCTU NOonynAuun
AHppeBoTbl — bepya ( ctoxacTusm)

YncneHHOCTb eCTECTBEHHbIX NONYNALUN
NMUMUTUPYETCH:

KOPOTKMM NepuoaoM, B TeYEHNE KOTOPOro CKOPOCTb
pocTa MonynsauMM COXpPaHSAET MNOMOXUTENbHOE
3Ha4YeHue;

ncrtoweHnem Ui HeaoCTyrnHOCTbIO MNMULLIEBBIX PECYPCOB,

YCITOBUAMM pasMHOXEHUA (CKOPOCTb pocTa
YMCNEHHOCTN NONYyNALUN CTAHOBUTCA MakCUManbHOW
npn oNTUMarbHOM COYeTaHUN OCHOBHbIX 9KOSIOrMYEeCKnX
dpaKkToOpOB 1 OTCYTCTBMU KOHKYPEHLNN MeXay
nonynaunammn).

[MnoTtesa Obina npeanoxeHa B 1954 r. aBcTpanmMmcknmm
akosnioramu X. AHgpesotou 1n Jl. bepuem.




epOepT Oxopax AHApeBoOTa J1. HYapnb3 béepu
Herbert George Andrewartha L. Charles Birch
(1907-1992) (r.p. 1918)




TMNOTES3A "PACIPEOENEHUA PUCKA™
(aHrn. spreading of risk) - ctoxacTusm

YncneHHocTb Nbon nonynauum B npupoae
nogaepXmBaeTcsl Ha onpegernieHHOM YPOBHE
(B onpeaeneHHbIX rpaHnLax) NoCTOMbKY,
MOCKOSbKY PUCK rmbesnn ocoben ot Kakmx-nmbo
HebnaronpuATHLIX dakTopoB
cllydanHO pacnpeneneH u B
NPOCTPAaHCTBE, U BO BPEMEHMW.

[MnoTtesa Obinia npeanoxeHa B 1968 r.
1. Bypom n AHec PeanHruycom

. o MNut aeH byp
(Joannes Reddingius). BaxHeunwiee Piet J. den Bo&r
yCINOBUE «pacrnpeaernieHnst pucka» (r.p. 1934)~
— rETEPOreHHOCTb KOHKPETHBIX MECTOOOUTAHUN.




TMNOTE3A CAMOPEIYnsauuu nonynaumn

ITrobas nonynaumsa crnocobHa, B
npuHUMNe, cama perynnmpoBaTtb CBOK
YUCMNEHHOCTb TakK, YTOObI HE NOAPbI- .
Banncb BO30OHOBNSIEMbIE PECYPChI
MEeCToobUTaHUsA U He TpeboBanock =

®o101930r. [OeHuc YutTHn
BMeLLaTeNbCTBA KAKNX-NMOO BHELL- Dennis Hubert Chitty
HUX dpaKTOpOB (HanNnpUMep, XULLHU- (r.p. 1912)

KOB uNn HeGnaronpuaTHON noroasbl).

OOHMM N3 aBTOPOB 3TOWU MMMNOTES3bI
cTan aHrnumckmm akosnor A. Ynttu
(Chitty, 1960); y Hac B cTpaHe 3Tu
naewn nponaraHanpoBasnuch

C.C. WWBapuem (1969 n gp.).

CtaHucnas CemMeHOBUY
LLsapy (1919-1976)




Camoperynsauus ocyLuecTBIISIeTCH Yepes:

< "MexaHu3MbI cTpecca” (ropMoHarbHbIE COBUIM Mo4 BIUS-
HMEM HEPBHOro BO3OYXXAEHUSA, TOPMO3AT AEATENBbHOCTb
NOMOBbIX XeNe3, USMEHATCA Apyrme gusnonoro-
BMoOXMMUYECKME MoKasaTenm),

“* noBeAeH4Yeckue peakuumu (3aWwmTa TeppUTOpPUN npu
BO3pacTaHuUu NSIOTHOCTU MONynsumMm CTaHOBUTCS BCe boriee
3aTPyAHUTESNTIbHOWN, U BbITECHEHHbIE OCOOU BbIHYXAEHbI
MUrpupoBaTb B MeHee briaronpusiTHble MecTa, rae
BO3pacTaeT UX CMEPTHOCTb),

)

** reHeTU4YeCcKMe MexaHu3mMbl perynauum (Ha npumepe
neHcunbBaHckou nonesku [Microtus pennsylvanicus]
NoKa3aHo, YTO Ha NMKax YNCeHHOCTU OAOMUHUPYET reHoTun
C MEHbLLUEeN NNoAOBUTOCTLIO, a B Nepunoabl Aenpeccumn —

c bonbLuen).

)

)




FTMNOTE3A PA3JTMYHbLIX TUMOB 3KONOro-
LLIEHOTUYECKUX CTPATEIMN (3L,C) NONYNALUNA

Bce nonynauum pasnuyaroTcd No Tunam
IALC.

PasgeneHue nonynaunm (6e3 ncnonb3oBaHUS
NOHATUS «CTpaTernsa») Ha pasHble TUMbl MO
OTHOLLUEHUIO K TOMY MU MHOMY pakTopy (Mnu rpynne
doakTopoB) nsy4varnocs eule B KoHue XVIII ctonetus.




Tak, Mo OTHOLWUEHWUD K dpaKTopy «ponb
PENPOAYKTUBHOINO YCUIMUA B BbIXXUBAHUNY
ewe B 1884 r. Ox. Mak-Jlnoa (J. MaclLeod)
pasgenun Bce pacTteHus (80m OHO 8/iUsIHUE
mMapkcu3mal) Ha «nporietapueB» (pacTeHUs-
ManoneTHUKN, 3MMyloLLIne B BUOE CEMSH) U
«KanuTarimcTtoB» (pacTeHus, 3uMytoLLme C
Kanutanom opraHM4YecKoro BeLlecTBa —
KIMyOHSAMWU, TONCTbIMU CTEDNAMMN,
KOpHEBULLAMMN U NP.).




Ewe ogHa cuctema TunoB OLIC 6bina
pa3paboTaHa B 30-x rogax npoLumoro
Beka J1.I'. PaMeHcKum (BnAabl 6B,
Bepbnoabl U wakanesl) n B 70-x rogax
B APYrMx TepMnUHax cpopmynmpoBaHa
"M NoapoOHO NpoaHanu3npoBaHa

aHrnMnckum akonorom O. Npanmom.

JNleoHTnu NpuropbeBuny
B otnnymne ot cuctembl Mak-Jlnoaa PameHckui (1884-1953)

9Ta cMcTemMa AByMepHa: TuMbl
cTpaTernm oTpaxarT OTHOLLUEHUS
nonynaunm K goaktopam
«BnaronpuATHOCTb P Sungs
YyCNoBUA MeCcToobu- ,n&&“;‘#ﬁg‘;ﬁ
TaHUN» U «HapyLLe- € B
HMe» (Tak Ha3blBa-
eMbIN, «TPEYroJSIbHUK

[panmay).

g 7

)KOH s&unnn panm
John Philip Grime (r.p. 1935)

'miﬁ:l IME '4




IlepBuunbie TUNbI crpareruii PameHnckoro — I'paiima

JL.I'. PameHcKkui k. I'paiim Copep:xkanue
Ha3BaHHUeE oopas Ha3BaHUeE 0003HaYeCHME
Buoient (ot | ¢ JJag” KoHKYpeHT C-CTpaTer Bupl, onpenensomuye 00K
Jat. violent — CHITOBHK coo011ecTBa, CIOoCOOHBIE K
HEHUCTOBBIH, MOJABJICHUIO KOHKYPEHTOB
CKJIOHHBIN K IPU OTCYTCTBUU HAPYIIECHUN
HACUJIIO) U B OJIarOnmpuUsTHBIX
YCIHOBUSIX.
IlaTuenTt (OT “Bepoiioa” CTpeCC- S-CTp aTer Buapl, cnocoOHBIE BRIKMBATH
nat. patiens — | BEIHOCIMBEI] TOJIEPaHT B HEOIAronpusaTHOM cpeie B
TEPIICIIUBBIN) OTCYTCTBHM KOHKYPEHIIUH.
IKCIIEPEHT “IMlaxanx’ Py aepaJi R- crparter bricTpo pasMHOXKaromuecs u
(ot nat. explere OBICTPO pacCEeSIOIINECs
— HaIOJHSAIO- BUJIbI B YCIIOBUSIX CUJIbHBIX
10005070 HapyIIeHU MECTOOOUTaHUA.
3aIOJTHSIIOIIINI )




TpeyronbHuk 'panma

Heckonbko BuaonsameHmB cuctemy PameHckoro — ['panma,
B.M. MUPKUH «YKPYMHUIT» HEKOTOPbIE 8MOpUYHbLIE (CMELLIaHHbIE,

nepexodHble) TUMbl CTpaTeruin u
NpeasoXun creayroLLyo CUCTEMY
o\ CuUHMemuYecKux murnoe
cmpameauti; BroneHTsl (C),
naTUeHTbl SKoTonnyeckue (S;

“_ MOMynsiuMu, UChbiTbiBalOLLME
AN
S \

NOCTOSIHHbIM abUOTUYECKUI
CTpecc) n bMoLEeHOTUYECKME
(SC; nonynaunu B yCroBuax
NOCTOSAHHOIo BUOLLEEHOTNYECKOIO
cTpecca), 3KCNSIEPEHTHI

TunuyHble (R; cnabas
KOHKYPEHTHAas CrnocobHOCTL, BbICOKasi NPOAYKTUBHOCTb, «bpoas-
yunm» obpas XnsHu) u rnoxHole (RC; TO Xe, 4YTO N TUNUYHbIE
9KCNNnepeHTbl, HO MOCTOSIHHbIE 4JfieHbl cooDLecTBa).

Y

Corpar e rer T e - -

YXxyauieHue yca0BHH Ycunenue HapylieHun




PoGepT Mak-ApTtyp
(Robert H. MacArthur,

1930-1972)

3psapa YuncoH |
(Edward O. Wilson, |
r.p. 1929)

B 1967 r. P. Mak-ApTyp 1 3. YUNCOH, paKkTUYECKU, nepe-
OTKpbINK TUNbI cTpaTternn Mak-JInoga v no kKoappuuneHTam
"' n "C" normctn4eckoro pocrta YMCreHHOCTU Monynsaymmn
BblAENWUIN MOMNynsiuun, COOTBETCTBEHHO, CO CTpaTErMaMM

"r-otbopa" (yBenuyeHne ckopoctu pocTa nonynsumm npyu Marnomn
ee NNOTHOCTMW, 3BONIOLMS OPraHM3MOB B HanpaBfeHUn YBENNYEHMS
3aTpaT Ha pa3MHoxeHne) U "“C-oTbopa” (noebleHue
BbKMBAEMOCTUN U NpeaenbHON BENMYNHBI NNOTHOCTM B YCITOBUSAX
cTabunn3npoBaBLUENCS YACHEHHOCTU NPU CUIbHOM OTpULIATENbHOM

BO3AENCTBUN — KOHKYPEHLIMKN, XULLLHAYECTBE U Np.).




Tunbl cTpaterun Mak-ApTypa —
YuUncoHa nosfy4yunu LwmpokKoe
npu3HaHue.

AMepUKaHCKNN 3Kosior U T I
repnetosior J. lNMuaHka B KHUre 9pmk Muaka
"SBOJ'II'OLI,I/IOHHaFI SKOJ'IOFI/IFIH, Eric R. Pianka (r.p. 1939)
OYEHb MOoaApPOOHO paccMoTpen

r- n C-oTtbopsbl, YTO NO3BOSINIO
B.M. MupkuHy HasBaTb Takou
BapuaHT NoBeaAeHUA nonynsaunm
muromMm cmpameauu Mak-JluooOa —
[luaHku. " /

Bopuc Muxamnnosu-
MupkuH (r.p. 1937)




CpaBHuteabHast xapakrepuctuka tumos JIC

IIpuznak Tunbl cTpaTeruu
C S S, R R,
Abnotirieckie os1aro- He0saro- | HebJaro- os1aro- os1aro-
YCJIOBHS Cpeibl
INIPUATHBLIC | IIPUATHLIC | IPUATHBLIC | IIPUATHDLIC | IPUATHDLIC
Hapymenus HEeT HEeT HET eCTh eCTh
Yposenn BBICOKHUH HU3KHI BBICOKHH BBICOKHH BBICOKHUH
B3aUMOOTHOIICHHI
Cnoco0 peryasiuu 3aBHCHUMOCTDH 3aBHCHUMOCTD OT 3aBHCHMMOCTDH YIPYrocTb YIPYrocTb
IJIOTHOCTH OT CMEPTHOCTH | A0HOTHYECKOIO OT B3aMMO- nonyJisiiuu nonyJsiiuu
oMy JsiiUU cTpecca OTHOILIEHU
Bo3pacTHOM CIEKTP | HOPMAJIbHBIH HOPMAJILHbIA HOPMAJILHbIA | MHBA3WOHHBIN | HHBA3HMOHHBIU
NOMYJIAMHU
XapakTep M POKAasi, y3Kas, y3Kas, IMpoKasi, M POKAasi,
KOOI HYECKOM Ni; = N, N: = N;, N: = N;, Np <<N,, N <<N,,
HUIIA* JAH BbIpamxena JAH Hum He JAH Bbipa:xxena | /IH Bbipa:xxena | IH BbIpaxkena
XOopo1io BbIpa’KeHa XOpo110 ci1a00 cj1ado
IIpumep MepTtBo- Pacrenus Kaoksa NBan-yau (poa. Becennmne
MOKPOBHbIN NMyCTHIHb Ha charnvoBeix | Chama-enerion) | 3¢pemepouanbl B
OyKOBBIi1 Jiec 0oJsoTax Jiecax
(pon Fagus)
IlIpumeuanue: * — mupuna u guppepenunanus num (JIH), peannsopannas nauma (N) u pynnamentansnas numa (Np).




NMPUHLUNN S3KCNMOHEHUMANBHOIO POCTA
YUCIIEHHOCTU nonynauun B BNIAFONPUATHOU
N HEOFTPAHUYEHHOU CTALUMOHAPHOW CPELE

OTO OAVNH N3 OCHOBHbIX 9KOJS10rMYeCcKnx
NPUHUMMOB ANHAMWUKA NONY- e
NAUnNA.

B.U. BepHaackuu HasbiBarn
9TOT Npouecc gaBrieHuem
XU3HM.

Bnaanmup BaHoBUY
BepHaackun (1863-1945) |




NMPUHLUWMN S3KCNMOHEHUMANBHOIO POCTA
YUCIIEHHOCTU nNonynauuny B BNATONPUATHOW
N HEOFTPAHUYEHHOU CTALUMOHAPHOW CPELE

B npupoae akcnoHeHunanbHbIU POCT
nonynaunmy npakTuyeckn HMKorga He
HabnogaeTca (ecnu U NPoucxoguT, TO B
TeyeHne o4YeHb HeENPOOOITKUTENBHOIo
BPEMEHUN, CMEHAACH Cnagom
YMCNEHHOCTU UNN BbIXOOOM €€ Ha
HEKOTOPbIN CTaLUMOHAPHbLIN YPOBEHL) —
pasmMep nonynsauuu Bceraa
orpaHu4veH cBepXxy.




O BO3MOXHOCTM reOMETPUYECKOro PpocTa YNCINEHHOCTU
opraHmnamoB yrnommHanun XK. brodpchoH n K. JinHHewn,
pacyeTbl T. ManbTyca okasanu 6onblUoe BNUAHUE

Ha Y. dapBuHa n A. Yonneca npu qopMnpoBaHnu

KOHUenuuu ecmecmeeHHO20 ombopa.

OH y
Xopx Hyuql)1e|<nep|< Kapn J1vu-|.|-|ev[ ViR Yapnes [lapBuH  Ankndpen Yonnec
Georges-Louis SEl D Ll MantTyc Charles Robert Alfred Russel
Leclerc (1707-1778) Thoaaaﬁhlzc;bert Darwin (1809-1882) Wallece

Buffon (1707-1788)

(1766-1834)

(1823-1913)




Tak, Yapnb3 [JapBUH paccyuTbiBan noTeHuuarnbHbIe
BO3MO>XHOCTU POCTa nonynﬂumm PaA3HbIX OpFaHl/I3MOB

(MO ero oueHkam, Hanpwu-
MEpP, YMCIIO NOTOMKOB
napbl CITOHOB — XXUBOTHbIX,
Pa3MHOXalLLMXCHA OYEHb
MeOJIEHHO, — Yepes

750 neTt OOMKHO

661510 Obl AOCTUTHYTL

19 MUNNNOHOB).

baktepusa Bacillus coli penutca kaxgble 20 MUHYT;
NPY TakoN CKOPOCTU pa3MHOXEHNA OOCTAaTOYHO
36 yacoB, YTOObI 3TOT OAHOKITETOYHbIN OPraHN3Mm
NOKPbIN BeCb 3eMHOW Lap ChSIOLWHbLIM CIOEM.




* A ogHa uHdpysopusa (Paramecium caudatum)
Morra 6bl 3a HEeCKONnbKO AHEN NPOU3BECTU
Takoe KONM4YecTBO NMpPoTomnfia3mbl, KOTopasd rno
o0bbemy B 10 TbicaY pa3 npeBbicuna obl
00BbEeM 3eMHOrO Luapa.

 HakoHeL, HanbonbLUuen
MHTEHCUBHOCTbIO Pa3MHOXEHUS §
Ha 3emMre oTNiM4yaeTcd, BUAUMO,
rpnd NOXAEBUK MTMraHTCKNN —
KaXXObl ero aKk3emMnnap
crnocobeH aaBaTb MO
7’5 MMnnMap‘D‘OB (|) CrlOp; Langermannia gigantea (Pers.) Rostk.
eclnn Bce Crnopbl NonayT B (Calvatia gigantea)
O€eno, TO yXXe BO BTOPOM
rnokorieHnn obwvem poxaesukoB B 800 pas
NPEeBbLICUT OOBbEM HALLEWN MIIAHETHI...




«JaHHbIX NPUHLMN UCMOJSIL3YETCH B
9Komnorun, npexae Bcero, Ans Toro,
4YTOObI OXapakTepm3oBaThb (NPUYEM
KONIMYEeCTBEHHO!) NnoTeHUMarnbHbIE
BO3MO>XHOCTW MONynsaunm K pocTy.
OueHnBasi pa3HOCTb MeXay Tou
YMCNEHHOCTbIO, KOTOopasi Morna Obil
ObITb 4OCTUrHYTa Monynsaunen npu
COXPaHEHMN B TEYEHNE HEKOTOPOIO
BPEMEHWN 3KCMOHEHLUMaNbLHOro pocTa,

N TON, KOTOpas pearnbHO Habnwaanack
yepes 3TO BPEMS, MOXHO NPaKTUYECKN
M3MEPUTb MHTEHCUBHOCTbL CMEepPTHOCTK  Anekcen Mepkypresu
(MW SMUrpaLmm), a NPoaHanM3MpPoBaB Funsapos (r.p. 1943)
MHd OpMaLINIO O AUHAMUKE CMEPTHOCTH,

BbISIBUTb 1 daKTOpPbIl, OrpaHn4YmMBatoLLme

POCT MU3y4yaemon nonynaunmy» (fmnspos,

1990, c. 77).




MOLAEJ1Ib 9KCNOHEHUUAJIBHOI'O
POCTA ManbTtyca

OfgHa 13 nepsBbiX Mogesien ANHaMUKK
pocTa nonynsauyun, npeanoXxeHHas

T. ManbTtycom B 1798 .
YUncneHHOCTb UMK NIOTHOCTb
nonynaumn N(tf) onucbiBaeTcs
YpaBHEHMEM:

dN/dt =(B-D)eN,
N(f) = Ny o exp(ret),

rae B — KOSMMUUMEHT pOXKOaEMOCTU;

D — koadppuuUMEeHT CMEePTHOCTN NoNyna-
LMK (MOCTOAHHbLIE BESNTMYUHLI UK B OOLLIEM
cllydae OHUM MOryT 3aBUCETb OT BPEMEHMU

t, YNCNEHHOCTN WUNMN MNJIOTHOCTU
nonynauun N).

Tomac PobepT ManbTyC

(Thomas Robert Malthus,
1766-1834)




Mexay senundmnHamu r =B — D (ckopocTb
pocTa nonynauun; nog4yepkHem, 4YTo Ans
9KCMNoHeHumansHoro pocta r=const) u N
OYeHb YacTo HabnwgaeTca cTaTUCTUYECKN
ANocToBepHasa obpaTHast 3aBUCUMOCTb

(MHTEPECHO OTMETUTb, YTO €0UHCIMBEHHAS
nonyrnsayus, y Komopou omme4yeHa
cmamucmu4ecku 0ocmoeepHas
noJslioXxumersibHasi 3agUcUMOCMb 3Mux
fnapamempos — amo nonynayus Jyeroeekal).




MOLOEJIb OTPAHUYEHHOI'O POCTA
nonynAaunmu

Mopgenb B 1825 r. npeanoXxmn aHrmmncKknm
aKTyapun (CTpaxoBLUMK) N MaTeMaTUK-
camoyyka beHpXxamuH ['omnepTu, BBEOA
B YpaBHeHue ManbTyca crnefytoulyo 3aBu-
CUMOCTb ANs pasHuLbl Mexay Koaddunum-
eHTaMKn poXX4aemMoCTU N CMEPTHOCTMU:

r(N) = reIn(N/ K)/ InK ,

roe K — npegenbHoe 3Ha4YeHue

BengxamuH NlomnepTy
XapakKTePUCTUKN Nnonynaumnm, KOTopoe Benjamin Gomperz

MOXeT ObITb AOCTUIHYTO MNPU €e pocTe (1779-1865)
(r = const > 0).

OTO ypaBHEHME AONS OUEHKN YenoBe4YeCKon CMEPTHOCTU OO0
CUX NOP OCTaeTCs OCHOBOWU BCEX CTPAXOBbIX BbIYUCIIEHUN.




MOLEJIb NOTMCTUHECKOI'O POCTA

IMNMpUYecKkme umnccrnegoBaHUa pocTta Lenoro psaa
nonynaunm nokasanu, YTo «HacblleHne» (JOCTUXEHMNE
noporoBoro 3HayeHusa K) npoucxoguT ropasmio
paHblLle, YeM 3TO criegyeT n3 moaenu lomneprtua, u

B 1835 r. benbrunckmumn crtatuctmkamum Jl. Ketna u
1. PepxronbcTomM ObiNa NpearoXxeHa Mogesb pocTa
HapogoHaceneHusa, nepeoTkpbitad B 1920 .
amepukaHuamu P.TMupnom u Jl. Pupom wu
nony4mBLLas HAUMEHOBaHNe modesiu Pepxrosibcma
— lNupna.




NMbep PepxronbeT
(Pierre-Francois Verhulst,
1804-1849)

PanmoHpg lNMupn
(Raymond Pearl, 1879-1940)

NNamb6epT KeTne
(Lambert-Adolphe-Jacques
Quetelet, 1796-1874)

Nosenn Pup
(Lowell J. Reed, 1886-1966)




Mopenb ®Pepxronbcta — [Mupna (ypaBHEHUE
OVHAMUKN YNCNEHHOCTU UM NNOTHOCTU NMOonynaunm

Npu yCrnoBmun orpaHNYeHHOro CBEpXy pocTa):

rIN)=re(K—N)/K wmn r(N)=(a—beN),
rone a=r, b=r/K>0 — napameTpbl
nuHenHown 3asmcumoctn r ot N (cMm. ganee
puc., Yactb a, KpmBasa 1). Toraa

dN/dt=(a—beN)eN =rNe(1-N/K),

K
N(t) =

1+ (K/Ny—1)eexp(—ret)




r(N) \ 4 E(N) b

4

3 7 .

N N

Puc. [1Ba Tnna 3aBucuMoctu kKoadpdpuumeHTa npupocra
OT YUCIIeHHOCTN nonynAauMm (a - MOHOTOHHasA, b -
HEMOHOTOHHAas!; TeMHble TOYKU — YCTONYMNBbIE COCTOSAHUSA,
cBeTnas — HeycTon4mBoe)




YpaBHeHue depxtonbera — [Nmnpna MoxeT bbiTb 3anncaHo

n B bonee obuiem Buage (He TOMNbKO NMIMHEWHAA 3aBUCU-
MocTtb r oOT N, puc.,4yactb a, KpuBbie 2 1N 3):

r(N)=re[1-¢(N)] ,

roe  ¢(N) — 3aBUCMMOCTb MHTEHCMBHOCTU NUMUTU-
POBaHUS OT YNCITEHHOCTU UMK NIIOTHOCTU NONYNSALIUN.

Iloructmnyeckoe ypaBHEHUE C TaKOW
dyHKunen ¢(N) nHoroa HasbiBaloT
0606w eHHbIM YypaBHeHUeM pocma
YanmeHa — Puyapdca n ncnonb3yloT
KaKk Onsi onucaHus pocTa oTAEfb-

HbIX OPraHN3MoOB, TaK U I'IOI'IyJ'IFILI,I/II7I B

LeJ10M. AOyrnac YanmeH
Douglas G. Chapman

(1920-1996)




YPABHEHUE POCTA C
HEMOHOTOHHOU KPUBOWU Onnu

YpaeHeHue pocma ¢ HeMOHOMOHHOU Kpueou Osnu
nMeeT eLle bonee odLWKM BUA:

dN/dt = E(N)e N ,

rae N(t) — nnotHocTb nonynsauun; E(N) — HEMOHOTOHHaS
KpmBasa tuna Onnu (puc., YacTb b, KpuBasa 4), npuesogsias K
BO3HMKHOBEHWIO ABYX 1 Donee yCTOMYMBbLIX CTauMOHapPHbIX
COCTOSAHUU. JTO ypaBHeEHMe nony4uno nma Yapgpa Onnu
(Warder Clyde Allee; 1885-1955), Tak kak ncnonb3yeTcs
npu dpopmanmsaumn ripuHuyuna azpezauyuu ocobed.

Moaenb NornMcTtu4eckoro pocrta JieXuT B ocHoBe dpopma-
Nnu3auun 3aKkoHa oz2paHu4YeHHo20 pocma [JapeuUHa —
OKpyXawwasa cpega AeUcTBYeT KaK MMMUTUPYHOLLUA
drakTop Ha BMoueHOTUYECKUI NOTEHUMan nonynsauum
(NpeXae BCcero Ha noTeHunan pasmMHOXeHUS).




MOLEJIb POCTA NONYNAUUN Jlecnn

OnucaHne aAMHaMUKN YNCTIEHHO-
CTW NN NNOTHOCTWU NONyNALNU
C YYETOM BO3PACTHOU CTPYKTY-
Pbl; B MNPOCTENLLEM Ccryvae —
9TO MaTPUYHbLIN aHanor moae-

N MaTpuk
A INecnu
3 Patrick

1 H. Leslie
nm ManbTtyca. Mopenb Obina W L (1890-1974)
npeanoxeHa B 1945 . T ra—
MaTpukom Jlecnw. LA

B kadecTBe npumepa ykaxxem Ha onu- = |
caHue BO3PacTHOW CTPYKTYpPbl LLeHOMO- \., /
nynsum osceua Wenns (Helictotrichon | | |/ 4
schellianum [Hack.] Kitag.; Po3eHbepr,
1982).




3AKOHA CTABUJIbBHOCTW
BO3PACTHOWU CTPYKTYPbI JloTkn

Mopens Jlecnu nexxut B OCHOBE
dopmanuszaunmmn 3akoHa
cmabusnibHocmu eo3pacmHou
cmpykmypbi Jlomku — nobas
npupoaHaga nonynaumsa CTPEMUTCS
K YCTAHOBMNEHUIO CTaLMOHAPHOro

COCTOAHUSA BO3PACTHOWU CTPYKTYpbI

(T.e. ANS NONynsUMK CYLLLECTBYET HEKOTOPbIN
cTabunbHbIN TUN pacnpeaeneHus
OpraHM3MoB MO BO3pacTam W peanbHoe
COCTOsIHME KonebneTtcs B6GNN3N aToro
pacnpeaeneHns, Bo3BpallasicCb K HEMY B TEX
crnyyasix, kKorga npoucxoasaT
He3Ha4nTeNbHbIE ero HapyLleHus

BCIIeACTBME NOCTOPOHHNX BO3OENCTBUN). Anbdpen Dxenmc INoTka
Alfred James Lotka (1880-1949)




MOAEJIN C 3ANA3AbIBAHUEM

Knacc aHanntnyeckux mogeneun, y4YutTbiBaroLWmMX
«nar-aprekT»

[Habogaroleecs NpakTUYEeCKNn B KaXKaoWu nony-
nauun 3anasgbliBaHne peakumm opraHn3mMoB (pocT
CMEPTHOCTU WUJTN 3aMeJieHUne pa3MHO>KeHI/IFI) HAa
N3MEHEHNST DaKTOPOB OKPYKalLlEeWN cpenbl U
domnanonornyeckn geTEPMMHNPOBAHHOE (B NepByto
oyepeab ANnsa Nonynsauuin XUBOTHbLIX) 3anasabiBaHne

B BOCMNPOW3BOACTBE NMOTOMCTBA (Nocne OOCTUXEHUS
pPeENPOAYKTUBHOIo Bo3pacTa)l.

TeopeTuyeckme unccrnegoBaHua modesiell ¢
3ana3odbieaHuUuemM NO3BONAKT ONpeaenuTb YCroBus
BO3HMKHOBEHUSA KornebaTernbHbIX PeXUMOB.




bJiarogapro 3a BHUMAaHHE ...
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