MpHUMNbI NMONYJISLLMUOHHOM

IKoJNormm

BBEIEHUNE

B kaxaoM MNOKOJEHUU Yy OPraHM3MOB, PA3MHOXAIOIIMXCS MOJOBBIM My-
TeM, MNPOUCXOIUT CMeElIeHUE TEeHETUYEeCKOro martepuana. OTOT OOLIUK
reHeTUYeCKUil MaTepuasl Ha3bIBAETCS  2eHO@OHOOM, a COBOKYIHOCTb
BCE€X OPraHuU3MOB, OOBEAMHEHHBIX TeHOMDOHAOM, MMEHYETCS MeHOenres-
ckoil nonyasayueii. 1o cpaBHEHUIO C OTAECJAbHBIMU KJETKAaMU HUJIU Opra-
HU3MaMU TIOMYJSIUU TIPEACTaBJSIOT coboit Oosiee abCcTpaKTHbIE KOH-
LeNnTyaJbHbI€ CYIIHOCTU; B HEKOTOPOM CMBbICJI€ OHM MeHee KOHKPETHBHI,
HO TeM He MeHee OHM BIOJHE pealibHbl. [eHOMOHI XxapakTepusyercs
HEMpPEephIBHOCTHIO KaK B MPOCTPAHCTBE, TaK U BO BPEMEHU, U, CIEIO-
BaTeJbHO, OpPraHM3MBbl, MNpUHaAjexallue K JaHHOW MNOMyasiuuu, WJId
UMEIOT OOlIero mpeaka, WJIM MOTEHUMalbHO CIMOCOOHBI K CKPELIUBAaHUIO.
IMlonynsiuussi mHaue MoOXeT OBITh OMNpelejeHa KakK Trpymnmna ocobeil, Be-
POSITHOCTh CKpEIIMBaHUS KOTOPBIX APYr C APYrOM BeJMKa MO CpaBHE-
HUIO C BEPOSTHOCTBHIO CKpEUIUBAHUS C TMNPEICTABUTENIMU KaKOW-Iubo
apyroit rpynnbl. MeHOejleBCKME TOMYJSIUM KaK TaKOBble — 3TO COBO-
KYIHOCTU OPraHU3MOB CO 3HAYUTEJbHBIM TreHeTUYeckuM obmeHoM. [lo-
NOOHBIE COBOKYITHOCTU Ha3blBalOT TakKXe AeMaMHu, a HU3y4yeHUue CTaTu-
CTUKU UX XWU3HU —aemorpadueii.

Ha npakTuke npoBecTd TpaHULY MeXAYy MNONyASUUSIMU KpailHe
TPYAHO, 3a HUCKJIIOYEHUEM JUIIb HEKOTOPBIX HEOOBIYHBIX ciiyyaeB. He-
COMHEHHO, YTO BOpPOObHU, 3aBe3eHHbie U3 AHTJIUU B ABCTpajluio, O00Jib-
1ie He OOMEHUBAIOTCS reHaMu C BOpoObsiMU, 3aBe3eHHbIMU B CeBEpHYIO
AMepuKky, M, ciaedoBaTeJbHO, KaxXJaash U3 I3TUX TIpynin (GpyHKIUOHAJIbHO
npeacTaBisieT cOOOU OTHEJIbHYIO MOMNyasiiuio. XOTs MOTEeHUUaJIbHO OHWU,
HaBEepHOE, U CIHOCOOHBI K CKpEUIMBaHUIO, BEPOSTHOCTb TaKOBOTO HUY-
TOXHO MaJja u3-3a MX reorpadudyeckoir paszobumeHHocTu. [logoGHBIE
pa3iuuus CYLIECTBYIOT TaKXe M B MEHbIIUMX MacliTabax Ha 0Oojee Jo-
KaJlbHBIX YPOBHSIX — KaK MEXAY OTIEJIbHBIMU MECTOOOUTAHUSIMU, TakK
U B ux mnpenenax. Hanpumep, BopoObu, 3aBe3eHHble U3 AHIJIUU B
Boctounyio u 3amaaHyio ABCTpajiuilo, o0Opa3ylOT OTAeIbHbIE MOMYJs -
MU, TaK KakK pasleieHbl MYCTbIHE, B KOTOPOl OHU XUTb HE MOTYT.

B cooTBeTcTBUM C MpPUBEAECHHBIM BbIllIE OMNpeAeIeHUEM OPTaHU3MBI,
pa3MHoOXawIIMecs HEMOJOBBIM NMyTeM (HampuMep, pacTeHUs, OTIIOYKO-
BbIBaWpIIUEe OT cedsi JoyepHUEe OcCcoOUu), CTPOTO TOBOpPs, HE O0Opas3yroT
WUCTUHHBIX TOMYJSUUI; B 3TOM cjydyae HeT oOumero reHodoHAa, HeET
CKpellMBaHUS U BCe MOTOMCTBO IF€HETMYECKW B 3HAYUTEJIbHOW CTEMEeHU
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uaeHTU4YHo. OmHaKoO Ja)Ke TakKuhe HeCKpellUWBalolIuecs: pacTeHUs u
XKUBOTHBIE 4acTO OOpas3ylT IpyNnnmUpoOBKU, obOIamalolive LeJbiM pPSIOM
CBOMCTB, MPUCYIIUX TUMUYHBIM MOOMYJASLUSIM OPraHU3MOB C IOJOBBIM
pa3MHOXeHUeM. MHoOrue M3 U3YYEHHBIX BUIOB XKHUBOTHBIX U pacTEHUH
XOTsl Obl TMEePUOAMYECKHM Pa3MHOXAIOTCS TOJOBBIM IyTeM, CMelluBas
B HEKOTOPOW CTENeHU CBOU TeHbl U 00Opa3ys HacTOsIIUE MEHIeJleBCKHUe
nonyasuuu. [lonmynsiuuu paszauyaloTcs MO pa3MepaM OT OYEHb MaJllbIX
(HEeCKOJbKO WHAMBUIAYYMOB Ha 3acejsieMOM OCTPOBE) J0 OYeHb O0Jb-
LIUX, HACYUTHIBAIOIIMX MUJJIUOHBI ocobeil, Kak, HalpuMep, NOMyasIluu
HEKOTOPBIX WIMPOKO  PACOPOCTPAHEHHBIX BUAOB MEJKUX  HACEKOMBIX.
Yamie BcTpeyalTCcsl NOMNYJASILIMU, YUCIEHHOCTb KOTOPBIX HU3MepsieTcs
COTHSIMHU UM ThicsiuaMu ocob6eili. OOJHOBpEeMEHHOE pacCMOTpEeHHUE Ha
NOMYJASIIUOHHOM YPOBHE OPraHU3MOB, pa3MHOXAWIIUXCS KaK IMOJo-
BBIM, TaK U OECIOJIBIM IMyTeM, YacTO MMO3BOJISIET HaM YIWBUTEJIbHBIM
obpa3oM yrjyOWUTh HallW MOpPEACTaBJIEHUS O pPOJU ocobeil B MOMyasi-
HUSIX.

CnocoO6HOCTh OCOOM COXpPaHUTh CBOU TeHbl B TeHOMOHIE 1ieJoi Io-
nyasiuuu, Wiu, uHadye, €€ ycrnex B Pa3MHOXEHUU, OLIEHUBAETCS BEJIUYU-
HOU mnpucnoco6jeHHOocTU. s KaxAaoro uwjeHa MNONyJsiiuU XapaKTepHa
CBOSI OTHOCHUTEJIbHAasl MPUCIOCOOJEHHOCTh, KOTOpas YaCTUYHO OIpene-
JsieT U MNPUCNOCOOJEHHOCTh NPYIrUX YIEHOB mnomnyiasuuu. JaTte omnpe-
NejieHUue MOHSTUI TPUCIOCOOJIEHHOCTM U MOHSITb €ro CyThb MOXHO,
TOJIbKO paccMaTpuBasi OpraHU3M B cpelie ero OOuTaHUs.

XapakTepucTuka Ha YpOBHE IMOMYJSLMU JIOOOrO0 HENPEPBIBHO U3-
MEHSIOIIErocsi METPUUYECKOTO INMpU3HaKa 0coO0U, HAaMpuMep pocTa HUIU
Beca, Bcerga BKJIOYaeT JIBE BEJUYUHBI: cpednHee U ducnepcuto (CTATU-
CTUYECKYI0 Mepy pa3bpoca JaHHBIX, OCHOBAHHYIO Ha OILIEHKE CpedHEero
KBaJapaTa OTKJOHEeHUU oT cpeaHero). Kaxmasg otTmeabHO B3siTass ocoOb
XapakTepus3yeTcs TOJIbKO OIHOW BEJIUYUHOW U3MEpsIeMOro TMpuU3HaKa,
HO MOMNyJSAlUs OMNUCBHIBa€TCS ABYMSI — CPeAHUM M Jucnepcueir (mpak-
TUYECKU Mbl OOBIYHO OI€EHMBaeM CpelHee U AUCIEePCUIO TOJbKO [Jis
BbIOOpPpKU). JaHHBIe MoOKa3zaTeJdu SBISIIOTCS  HONYAAUUOHHbLIMU Napa-
Mempamu VI VWX HEMBICIUMO OIpPEeAeIuThb, HE paccMaTpuBas MOMNYJSLIUU.
Monynsauuu mpucymd u Apyrue CBONMCTBa, HampuUMep pPOXKIAEMOCTb,
CMEPTHOCTb, BO3pacTHas CTPYKTypa, COOTHOIIEHUE II0JIOB, YaCTOThI
TeHOB, TeHeTuYeckoe pa3dHoobOpas3ue, CKOpPOCTb pocTa, ¢opma KPUBO
pocTa, MIOTHOCTb U T. A. OTAesbHBIE MOMNYJSIIMOHHBIE TOKa3aTeau Oy-
NOYyT pacCMOTPEHBbl HUXE.

TABJINIBI BBIXKUBAHUA U TABJINILIBI PASMHOXEHN A

CrpaxoBble KOMMAHUM TIPU pacyeTe CTPaXoBOW CyMMBI IMOJaramTcs
Ha pe3yJbTaThl CTAaTUCTHMYECKONW 0OpabOTKM OOIIMPHON BHIOOPKM daH-
HbIX 00 OTpeIeNeHHBIX COOBITUSAX, TMPOUCIIEAINNX B TPOLITOM, YTO
MO3BOJISIET 3TUM KOMITAHUSM CYIUTh O CPelHEW YacToTe 3TUX COOBITHIA.
3aTteMm, obOecrmeuyuB cedsl COOTBEICIBYWOIIEH MHpUOBIIbI0O U OIpeleJeHHON!
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Puc. 5.1. TmnmorteTuyeckue NaHHbIE, XapaKTepU3YIOIIME CMEPTHOCTb B HEKOW MOMYJsi-
LMK YeJ0BEKa, MCIOJb3YeMble MPU pacyeTe CTPaXxOBOM CYyMMbl (CBEACHHS 1O KaXAOMY
Nnojly B MpPUHUMIE AOJXHB paccMaTpuBaThcs OTAENbHO). A. HeoOpaboTaHHble naH-
Hble, MOKa3blBalOIlUe pachpeaeneHue 00LIero KoauMyecTBa CMepTeil MO pa3HbIM BO3pa-
craMm ais Bbibopku B 1000 muamBuayymoB. Jlnsg ymoOcTBa CBeAeHMS O UYUCIe CMepTeit
OOBEAMHEHBl 10 BO3PacTHBIM TpymmaM 3a kKaxaeie 5 ser. 5. CMepTHoCcTb (g) B pas-
HOM BoO3pacTe, BBIpaXeHHas B MPOLEHTAX MHIMBUAYYMOB, YMEpIUMX 3a OMpeaeseH-
Hblii BO3pAcTHOIi WMHTepBald, OT OOILIed YMCACHHOCTH MAAaHHOU BO3PACTHOW TpPYMIIbI
(mng TOro, YTOOBI MOACYMTATH 3TU BEJIMYMHBI, HEOOXOAMMO MMETb OOJBINYI0 BBHIOOPKY
U3 monmynduuu). 3HaYeHUsS] CMEPTHOCTH BBICOKM B 0ojiee CTAapIIMX BO3PACTHBIX TPYII-
max, Tak KaK 9TM TPYNIMbl HACYMTHIBAIOT CPABHUTEIbHO Majao WHIMBUIYYMOB, MHO-
rMe M3 KOTOPbIX YMMPAlT B TEUYeHHE pPacCMaTPUBAEMOTO BO3PACTHOIO MHTEpBa-
Ja. B. TIpolleHT WHAMBHUAYYMOB OT HayaJbHOW YMCICHHOCTM KOTOPTBI, MOXMBAIOIIMUX
10 ONpENeJeHHOro Bo3pacTa MpM MPUHATOM BbILIE pacHpeleSeHU CMEPTHOCTH MO
Bo3pactaM. [lpu neneHun Ha 100 3TM BEJMYMHBI AAIOT OLEHKY BEPOSTHOCTH TOTO, YTO
HEeKWil cpelHuii HOBOPOXICHHBIA TOXMBET A0 JAHHOTO BO3pacTa X.
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rapaHTHe#l, cTpaxoBasi KOMIIaHUS IPOJNAcT CTpPaxoBble moaMchl. Pac-
CMOTpMM, KaKHUM Xe 00pa3oM pacCUMTBIBACTCS CyMMa Ha CTpaxoBa-
HUe XU3HU. McXomHble MaHHBIE MPEACTaBISIOT CO0OM IMPOCTO Cpel-
Hee YUCJO0 CMepTei, Mmpuxoisdineecs B MOMYJSLUMM Ha KaXIblii Bo3pacT,
WM, WHa4Ye TOBOps, paclpeacicHUe 4YacTOT CMepTeil Mo Bo3pacTaMm
(puc. 5.1, A). W3 3THX OLIEHOK BO3PAacCTHOTO paclpeac]ieHUus MOomyis-
LIMM pacCUYUThIBaeTCsA cleluduueckas BeJMYMHA CMEPTHOCTH I KaxX-
JIOTO BO3pacTa, KOTopas IpeACcTaBIseT co00i IPOCTO IMPOLEHT ocobeit
OIpeIeJeHHOM BO3PAaCTHOU TPyIIbI, YMEPIIUX 3a MaHHBIA BO3PacTHOM
npomexyTok (puc. 5.1, b). CMepTHOCTb B Bo3pacTe X O0OO3HayvaeTcs
KaK ¢, # Ha3blBaeTCs MHOTAa «CWiofl cMepTHoctu» (force of mor-
tality) wnm eo3pacmuoii cmepmuocmoio' (age-specific death rate). Ha
puc. 5.1 maHHBIE CrpPYNIMPOBaHBI IO BO3PAaCTHBIM KJiaccaM, OXBaThi-
BAalOIIMM IEePHOIBI MO IATh JeT. Eciu momyasuus BejlukKa, a BO3pacT-
Hble TPYNIIBl OYeHb MeiKUe (00beAUHSIONIME, HAllpUMeEpP, TOJIbKO OCO-
Ocil, pOXIEHHBIX B ONWH JCHb), TO 3TU KPUBBIC JOJKHBI OBITh 3HAUM-
TEJIbHO TJaXe W TMOYTU HENPEPBIBHBIMU (pa3jiudue MEXIY OUCKpemHbi-
MU WV HenpepbiHbIMU TIpOIIECCAaMM WM IpU3HAKaMU TOCTOSHHO OyaeT
MPOBOIMTBLCSI B 3TOM riaaBe). Hdemorpadbl, OTTaJKMBasICh OT AUCKDPET-
HBIX BO3PAaCTHBIX KJIAcCOB, HCIOJb3YIOT pacyYeTHbie CIOCOOBI IS
ONUCAHUS IMOJYYEHHBIX paclpeleeHUN HEMPEPhIBHBIMU (DYHKIIMSIMH,
MO3BOJIAIOIMMY MTPOU3BOAUTh HEOOXOAUMBIE OLICHKM IJIs JIIOOBIX TOUYEK
B IIpejaeiax BO3PacTHBIX KJIACCOB.

Enie oguH moJjie3HBIN CIOCOO NMpPUMEHEHUS TaOJaWI] BBIXXMBAHMUS —
BBIYMCJIEHUE MPOLIeHTa 0co0eil, JOXMBIINUX N0 OMpeleeHHOTO BO3pacTa
(puc. 5.1,5). HauaB ¢ HEKOTOpOU Koeopmbi HOBOPOXIEHHBIX 0CO0E,
MOXHO, TOCJIeI0BaTeJIbHO BBIYUTAS TMPOLEHT 0co0eil, yMepIInuX B KaxX-
JIOM BO3pacTe, ONpPEAe]IUTh, KaKOil MPOLCHT M3HAaYaJlbHOUW YMCICHHOCTHU
KOTOPTH JOXMBAET OO KaxXIoro KOHKpeTHoro Bo3pacta. IlomydeHHas
TakuM o0pa3oM criaxeHHas HelpepbiBHasi kKpuBas (Kak Ha puc. 5.2
u 5.3) uMeHyeTcsl Kpueoil evixcusarus. JloJis ocobeit, TOXUBIIUX OO
Bo3pacTa x MU obGo3HavyaeMass OOBIYHO Kak /,, COOTBETCTBYET cpenHeil
BEPOSITHOCTU TOTO, YTO HOBOPOXICHHAas 0COO0b MOXWBET IO NaHHOTrO
BO3pacra.

B KOHEeYHOM cueTe Hallly CTPAXOBYI0 KOMIIAHUIO MHTEPECYeT OlleHKa
OXUIAEMON TPOJOJKUTEIbHOCTH XW3HM, WJIU, APYTUMU  CJIOBaMH,
CKOJIBKO €Illeé B CpelHeM MPOXMWBET MHAMBUAYYM, OTOCTUTIIMI Bo3pacra
x. JI1g HOBOPOXIEHHBIX ocobeit (Bo3pact () cpeaHssT oxXumaemas
MPOJOIKUTEIbHOCTh XU3HM paBHA CpeAHEl MPOMOJKUTEIbHOCTU XU3-
HU KOTopThl. BooOmie oxupaemasi TPOMOJKUTECIBHOCTH HalbHeilneit
XKM3HM B JIOOOM BO3pacTe X — 3TO IPOCTO CPEIHSAS TMPOMOJIKHUTEb-
HOCTb OCTaBLICHCA XU3HM MHIMBUIYYMOB, HOXMBIIMX A0 BO3pacTa X.

" AHIIHiiCKME TEPMUHBl «cKOpocTb poxaaeMocTu» (birth rate) u «ckopocTb
cMepTHocTH» (death rate) B 3aBUCHMOCTM OT KOHTEKCTa MEPeBOAATCS MHOTIA Kak
«POXIAEMOCTb» M «CMEPTHOCTb». — [Ipum. nepes.

8 9. Ilnanka
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B ¢opmMann3oBaHHOM BHIE HaHHOE IOJOXEHHE MOXET OBITh 3alMCaHO
CIIeAYIOIIUM 006pa3oMm:

o -
Ely J Iydy
__ Y=x =
Ex_ lx . nin E.:_iT (1)

rie E, — oxupaemas TpPONOJKUTENbHOCTb 3KM3HM B BO3pacTe X, a
y — Bo3pact. [lepBasi mpuBeneHHas (Gopma ypaBHeHUs AMCKpeTHas,
a BTopas —HemnpepbBHasg. Cxema pacueta E, mpuseneHa B Tabia. 5.1.

.MyxunHam BbINIJIauyMBaeTCcs 0OoJyiee BbICOKasi cTpaxoBasi TpeMus,
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Puc. 5.2. Heckonbko KpHUBBIX BBIXKMBaHUsS B apudmeTnuyeckoM Macurtabe (cpaBHUTE
UX C CUJABbHO BBINMYKJABIMU KPUBBIMU MPU MpPEACTaBICHUU JOaHHBIX B moJjyjaorapud-
MUYecKoM Macmtabe, Kak 3TO MokKa3aHo Ha puc. 5.3). XoTs  OOBIYHO  MOJB3YIOTCS
U TeMU M Apyrumu rpadukaMu, NpeAnouTeHHEe Bce Xe cledyeT OTaaTh noJiyaorapud-
muvyeckuMm. [paduk, xapakTepusylIlluil BbIXMBAeMOCTb slepULlbl Xantusia, B apud-
MeTUYEeCKOM MacuitTabe MMeeT BUA OMaroHajlbHO MpsiMOil, a B mojyiaorapudmuye-
CKOM — CMJIBHO BBINMYKJION KpUBO#, TOorma Kak [IJas apyroro Bunma swepuu (Uta)
KpUBas BBIXMBAaeMOCTM B apudMeTHUyecKOM Macuitabe umMmeeT BUI rumnepbosbl, a B

nojyiorapudMudyeckoM Maciutabe — Bua auaroHaiabHoit mpsimoit. (ITo Deevey, 1947;
Tinkle, 1967; Zweifel, Lowe, 1966.)
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Tabauya 5.1. Tlpumep moacwera E_,7, R, m v B TUNOTETMYECKOH CTaOMIbHOIM
MNOMyAALUN C AMCKPETHBIMU BO3PACTHBIMU KJacCaMu
no ypaBHeHusMm (1) — (4)

Boagacr . e ’ Ly ’ . i (e, iﬁme) (cM, :ﬁme)
0 1,0 0,0 0,00 0,00 3,40 1,00
1 0,8 0.2 0,16 0,16 3,00 1,25
2 0,6 0,3 0,18 0,36 2,67 1,40
3 0,4 1,0 0,40 1,20 2,50 1,65
4 0,4 0,6 0,24 0,96 1,50 0,65
5 0,2 0,1 0,02 0,10 1,00 0,10
6 0,0 0,0 0,00 0,00 0,00 0,00
CyMmMBL 2,2 1,00 2,78
(Banopas (Ro) (7
POXAAEMOCTD)

Oxunaemass TPOAOTKUTENbHOCTb XU3HU:
E,=+0L+L+0L+1+ L)y = 10+08+ 06 + 04+ 0,2)/1,0=3,4/1,0

E=( +1+ 1+ 1+ 1)) =08+ 0,6+ 0,4+ 0,4+ 0,2)/0,8=2,4/0,8 = 3,0
E;=(, + 1 + I, + I)J, = (06 + 04 + 04 + 0,2)/0,6 = 1,6/06 = 2,67.
= (I, + I, + [ = (04 + 0,4 + 0,2)/0,4 = 1,004 = 2,5.
E, = (I, + I) = (04 + 0,2)/0,4 = 0,6/0.4 = 5.
E,= Ij. =0,2/02= 10.

PenponykTuBHasi LIEHHOCTh:

[/ i l 1 ! /
Uy = [E un0+ lz ”‘1+ [i m,-{——i—ma +7E—M4+%fna'=0,o +0.16—I—

+ 0,184 0,40 +0,24 4 0,02=1,00

! I ! i l
vy = Ti—ml-{— l—f—mg—}—-f—ms—i--ﬁkmgﬁ-%ma: 0,20 + 0,225 40,50 +
+ 0,300,025 =1,25

! I l !
vzzfmg-f--—i—ma +fm4+ —[Z—m5=0,30+0,67+0,40+0,03= 1,40

l ! l

O =iy + gmy s = 1,0 40,6+ 0,05 = 1,65
l /

vy = ﬁm4+-—[:—mﬂ= 0,60 +0,05 = 0,65

/
UE:—_-li 5m=0,10

yeM XeHIIMHaM, TaK KaK KpWBas BBbIXXKMBAaHMUS TEpBBIX TMagaeT Oojee
pe3ko U, cleNoBaTeJbHO, JJs1 JI000ro 3alaHHOTO BO3pacTa oOXujaaemas
MPOMOJIKUTEIBHOCTh XW3HU MYXYUH MeHbIIe, 4eM XeHmuH. Ha pwu-
cyHKax 52 u 53 moka3aHbl HEKOTOpbIe KPHUBBIC BBIXKMBAHUS, WJLIIOCT-
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Puc. 5.3. Kpusble BBIXKMBaHUS IJIsI HEKOTOPbIX BUIOB KMBOTHBIX, IpPEACTaBICHHbIE B
nonynorapudmuuyeckom Macwmrabe. CpaBHUTe KpuBylo ais Xantusia (5) c KXpusoii
IUIST 9TOTO BUJA Ha puC. 5.2, MOCTPOEHHOW MO TeM Xe caMblM HaHHBIM. [IpeumyiiecTBO
nosyiorapudMHUUYECcCKOl WIKajJbl B TOM, 4YTO MpsiMasi Ha TakoM rpaduke COOTBETCTBYET
OAMHAKOBOW cMmepTHOcTH B Jso6oM  Bospacte. (ITo Zweifel, Lowe, 1966; Spinage,
1972; mnocnenHsisi ccviika ¢ paspemeHuss Duke University Press.)
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pupymwliue 0oJbllIoe MX pa3HooOpa3ue, HaOJgaeMoe B IPUPOTHBIX
nonyasuusx. CuabHO BBINIyKJas KpuBas BbIXXUBaHUSI (oOpasyrolas
B moJiyjorapu@MuuyeckoM MacliTadbe MoYTH MPSIMOU Yroj) oTpaxaer
CUTyalldlo, MPU KOTOPOU CMEPTHOCTh [0 OIpPEeNeJieHHOTO Bo3pacTa
OYeHb HU3Kasl, a 3aTeM 4Ype3BbluailHO OBICTPO Bo3pacTaeT. Takas Kpu-
Basi, Ha3dbiBaeMasi KpuBoi BbixkuBaHus tuna I (Pearl, 1928), xapak-
TepHa o suepuu Xantusia vigilis n Scincella laterale, 6apana dan-
Jia, 6OJIBIIMHCTBA aPpUKAHCKUX KOIMBITHBIX, YeJIOBEKa U, MO-BUAUMOMY,
BoOOIIe s GonabimMHCTBa MiekomnuTatomux (Caughley, 1966). Tlpu
OTHOCUTEJIbHO TOCTOSIHHOUW MJisi pa3HbIX BO3pPacTOB CMEPTHOCTU MOJY-
JorapudmMuyecKkre KpuBbie MMEIOT BUI AuaroHanu (kKpusbie Tuna II);
Takue KpUBBbIe XapaKTepHBl Ui HeKoTopbix swmepuny (Uta stansburia-
na u FEumeces fasciatus), 6oponaBoYHUKa U OOJbIIMHCTBA nTULl. Ha
caMoOM JeJjie CYLIeCTBYIOT ABa Buaa KpuBbix Tuna II, cooTBercTBylouiue
MOCTOSIHHOW BEPOSITHOCTU YMEPETh B €AMHUILY BPEMEHU U MOCTOSIHHOMY
ypcay cMepreir B eguHuuy BpemeHu  (Slobodkin, 1962). VYV MHorux
pbIO, MOPCKMX OECMO3BOHOUHBIX, OOJBIIMHCTBA HACEKOMBIX, a TaKXe
y MHOTHUX PAaCTeHMIl CMEPTHOCTb Ha pPaHHUX CTAAUAX PA3BUTUS OYEHb
BbICOKasi, a B OoJiee MO3MHUIN TEepUOd — HU3Kasg, YTO OTpaxKaeTcs Kpu-
Boil BbIxkMBaHug Tumna IIl, HamoMuHawIlIeil BOTHYTYIO TUOEpOOY.
KoHeyHo, Bce BcTpevaroliuecs B MPUPOJE CJIyyaud HEIb3s BTUCHYTH B
y3KME pPaMKM TpEeX WJM 4YeThbipeX YIAOOHBIX KaTeropuii, U MeXIy BblIe-
JIEHHBIMU <«TUMNUYHBIMU KPUBBIMU» CYIIECTBYET LICJbIA PSII TPOMEXY-
TouHbIX. KpoMme Toro, TaGyiuiibl BBIXXKMBAHUS HE MOCTOSHHBI, a U3MEHSI-
I0TCSI B 3aBUCUMOCTU OT KOHKPETHBIX YCJIOBUI cyliecTBoBaHus. [losm-
Hee Mbl PaCCMOTPUM 3IBOJIIOLIMIO CMEPTHOCTU U CTapeHHUsl, HO cHayvajia
HEeoOXONMMO O0paTUThCA K JAPYroMYy BakKHOMY [UISI MOMYJSILIUM  TPO-
1leCCy — Pa3MHOXEHWUIO.

Yucno MOTOMKOB, TMPOU3BOAMMBIX B CpeIHEM OCOObIO BO3pacTa Xx
3a JaHHBI BO3pPAacCTHOW Iepuol, oOo3HayaeTcs 4depe3 m,. YUUTHIBACTCS
TOJIBKO MOTOMCTBO, BXOJIIl€€ B HYJ€BOW BO3PACTHOW KJIaCC, KOTOPbINA
yCTaHaBJMBaeTCsl JOBOJbHO TMPOU3BOJBHO — MOXHO HaydyaTh TaOJuIly
BBIXKMBAHUSA C MOMEHTA OIJIOJOTBOPEHHUS, POXICHMUS WM BbIXOJA W3-
MOJ POIUTEIbCKOW OTNEKU, B 3aBUCUMOCTU OT TOTO, UTO SIBJISIETCS Hau-
Oosiee ynoOHBIM B KaXJOM KOHKpeTHoM chayuyae. [lockoabky ool
OpraHu3M HMeeT ABYX pOAMTEJIei, OH, A TOro 4YTOObl 3aMECTUTh
caMoro ce0si, TOJXKE€H HMMeTh MO KpallHell Mepe ABYX MNOTOMKOB. JlaH-
HO€ OOCTOSITEJIbCTBO IMpUaaeT OUOJOTUYECKHUIN CMBICI TOMY, 4YTO pas-
MHOXAaIOIIMEeCS MOJIOBBIM IYyTeM OPTraHU3MbI MEpeaaloT KaxXIoMy U3
CBOUX NOTOMKOB TOJIBKO IOJOBUHY cBoero reHoma. CymMma m_ 110 BCEM
BO3pacTaM, WJIU oOIlee YKUCIO MOTOMKOB, KOTOpPO€ MOXET OBbITh IMpo-
WU3BEJEHO B CpelHeM OpraHW3MOM IPU OTCYTCTBUM CMEPTHOCTH, Ha-
3bIBAE€TCS BajgoBOIl poxkaaeMocTblo (gross reproductive rate). Ilomo6-
HO BBIXXKMBAeMOCTH, pacrnpeaeeHue MepruoloB pa3MHOXEHHUS U BEJIUYUH
MJIOAOBUTOCTH, WIM, WHauye, TabauUbl m, IIMNPOKO BapbUPYIOT B 3aBU-
CUMOCTU OT YCJIOBUI cpelbl M BUIOB OpraHu3MoB. Hekoropsie, Hampu-
Mep OJHOJIETHUE pacTeHUs U MHOTMEe HaceKOMble, pa3MHOXAalTCs B
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TedeHUe XU3HU TOJNbKO OOWH pa3. Jlpyrue, Hampumep MHOTOJIETHHE
pacTeHUsST M MHOTHE ITO3BOHOYHBIC, PpPa3MHOXAITCS MHOTOKpPAaTHO.
Yuciio NMpoAyUMPOBAHHBIX SWII M WX OTHOCUTEIBHBIM pa3Mep Takxke
U3MEHSIOTCS B IIMPOKOM NMama3oHe (OO0 HEeCKOJbKHMX MOpsaKoB). Pa3s-
Mep ToMmeTa, OOBIYHO 0003HaYaeMBbIii KaK B W ompeneisieMblii KoJude-
CTBOM MOJIOABIX OCOO€il, POAMBIIMXCS BO BpeMs KaXIOTO pa3MHOXeE-
HUsI, OygeT obcyxXmaThcs HUXe Ha c. 141 —154.

PasMHOXeHHMEe MOXET TMPOMCXOAUThL B CaMOM KOHIIE KM3HHU, HO
MOXET HavaTbCsd W TMOYTH HEMEIJIEHHO Iocjie BBUIYIJIEHHS WIU DPOX-
neHus. BospacT mepBOro pa3sMHOXEHHUsT OOBIYHO O06O3HavyaeTcs Kak o,
a BO3pacT IMocjieaHero — Kak . [asg opraHusMa, pa3MHOXAIOIEerocs
TOJILKO OIWH pa3, cpelHee BpeMs OT sAWla OO0 sAiWla WIA TPOTOIKU-
TEJIbHOCTh Tlepuojia OT ITOKOJEHMS IO TOKOJEHUSI Ha3blBaeTCS 6peme-
Hem eewepayuu (T), KoTopoe B JaHHOM cjJydyae IPOCTO pPaBHO d.
OnHako AJs XWUBOTHBIX, Pa3MHOXAIOIIMXCSI MHOTOKpPAaTHO, BpeMs Te-
Hepaluu ONpeneUuTh cioxHee. CpemHee BpeMs MeXAY MNMOKOJEHUSAMU
IJIsT OPTAaHU3MOB C MOBTOPSIONIMMUCS TEPUOTAMU Pa3MHOXEHUS MOXKET

ObITh MPUMEPHO olleHeHO Kak F=(a + ®)/2. boiree TOYHO MOXHO WU3-
MEpUTh BeAWYUHY 7, B3BeIIUBasT KaXIbli BO3pacT B COOTBETCTBUU C
ero obuieil peaJuM30BAHHOW MJIOAOBUTOCTBIO (Im), WCHONb3ys AN
9TOTO ypaBHEHMUS

Q 0]
T=XMuxtm, wm T= jxlxmxdx 2

X=0o.

(cM takxke Tab6a. 5.1). JlaHHBIe ypaBHEHUS NMPUMEHUMBI TOJBKO ITO
OTHOIIEHUIO K CTAllMOHApHOUW momyasiuuu. Eciu ke YMCIeHHOCTh MOITy-
JISTUWU yBeJIWYMBAETCS WJIM YMEHbIIAeTCs, TO NpaBYyI0 YacTh ypaBHe-
HUsS CJeqyeT pa3feuTh Ha UYHUCTYI0O CKOPOCTb pa3MHOXeHusT R, (cM.
HUXe) C IeNbl0 CTaHIapTU3allMM CPeIHEero 4Hcja IOCJeI0BaTeIbHBIX
MOKOJICHU Ha omHy oco6b. ClemoBaTelbHO, CpedHee BpeMs TeHepa-
LIMA — 3TO CpedHee W3 BO3PACTOB POJMUTENIed B MOMEHTBI POXICHUS Y
HUX JIeTel, WJIN, TOYHEee, CPeOHuil 603pacm, 6 KOMmopoMm pooumenu npo-
uzeeau Ha ceem C80UX NOMOMKOG.

YUCTAA CKOPOCTb PASMHOXEHUA
N PENNPOAYKTUBHAA HEHHOCTb

OYyeBUIHO, YTO HEMHOTHE OPraHWU3MBl peaju3yloT B TeYeHUE KM3HH
BeChb CBOM PEMPONYKTUBHBI TOTEHIIMAA, B CBI3M C YeM BO3HUKAET
3aaya OILIEHUTh YMCJIO TMOTOMKOB, IMPOW3BEICHHBIX OCOOSMM, IOIBEP-
JKEHHBIMM OOBIYHOM CpeaHel cMepTHOCTH. s 3TOro MCHONb3yIOT IO-
KasaTeslb uucmoii ckopocmu pazmuoxcenuss (R ,), onpenensieMblii Kak
cpednee UUCAO NOMOMKOE HYAe6020 803PACMA, NPOU3BEOCHHbIX 6 Cped-
Hem O0peaHu3mMom 3a 6clo e2o Jcu3Hb. MaTtemMaTndeckum R,— 3TO IPOCTO
cyMMa TIpOU3BEAeHMUN cHelun(@UIecKoi ST KaXJAOro BO3pacTa BBIXKH-
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BAEMOCTU W IUIOJOBUTOCTHU, TI€ CyMMHUDOBaHHME MNPOBOAMTCA MO BCEM
BO3PacTaM, B KOTOPBIX MPOUCXOAUT Pa3MHOXEHHE:

i %
R0=21xmx, WIn R0=J I mdx ®)
x=0

0

OueBugHO, 4YTO BMecTO TipenesioB 0 M oo MOryT OBITh HCHOJIb30BaHBI
o U o, TaK Kak NpousBeJeHUe [m_ paBHO HYJIIO I JOOOro BO3pacTa,
B KOTOpDOM HE€ TpPOUCXOAUT pa3MHoxeHus. [loguepkHem elie pas, 4YTO
JIeBO€ YpaBHEHUE COOTBETCTBYET NUCKPETHBIM BO3pAacTHBIM KJjlaccaMm, a
npaBoe — HEINMpPEPbIBHOU Trpamanuu Bo3pacTtoB. Taba. 5.1 wuaarocTpu-
pyeT moacyeT R, Mo IUCKPETHBIM 3Ha4YeHusIM [/, U m, a Ha puc. 54
rpacmyecKku TMpeAcTaBIeHbl HENpPEPbIBHO MEHSIOIIMECS UCXOIHbIE HaH-
HBbIE.

[Monynauusa pacrtet, ecnu R >1, crabunbHa, ecniu R, =1, U cokpa-
maetcs, ecau  R<I. Ilo3ToMy 4YKUCTy10 CKOpPOCTb Pa3MHOXEHWS Ha3bl-
BalOT TaKXe ckopocmvio 3ameuierus nonyiayuu. CrtabuibHass paBHO-
BeCHasl MOmyJsius, XapaKTepuaywllasics KpyTo crnanatolmieid L-xkpu-
BOH, JOJIXHAa KMMETb COOTBETCTBEHHO U BBICOKUE 3Ha4eHUd m,  [Jd
TOro, 4ToOBl 3aMeCTUTh camy cebs (Korma CMepTHOCTb BeJIMKa, POX-
MaeMOCTh TakKXe JoJikHa ObITh Besuka). M HaobGopoT, Korma 3Haude-
HUA [, BBICOKM, 3HA4e€HUS m,_ JOJIXHBI OBITb HU3KM, 4TOOBI MOLIEp-
XaTb paBeHCTBO R,=1.

Hdpyrast BaxHasl KOHIUeINUUs, pa3paboraHHas BrnepBbie Puiiepom
(Fisher, 1930), kacaercsi penponyKTuBHOUW IlieHHOcTU. Kakoii Bkian
B CpEIHEM BHOCST YJ€HBI OIpeNesIeHHOW BO3pacTHOU Trpynmbl B obpa-

iy .
Soua Humapst Bspocrwie
3 e
2 -
11 -
%MM’....

0 R rrdFrres =

0 0 20 30 40 50 60 70

AHu

Puc. 5.4. HenpepbiBHOe pacnpefejeHue BeJIMYUH [, U m,_ M UX NpPoOU3BedeHUN Im,
s nonyiasuuu BM Pediculus humanus B 3aBUCUMOCTH OT Bo3pacTa. 3alITPUXOBaH-
Has TJowaib MoJ KPUBOW Im_ COOTBETCTBYET peajluW30BaHHOI IJIOJIOBUTOCTU, KOTO-
nas paBHa 4YMCTON ckopocTu pasMHoxeHus R, (M3 Smith F. E. Dynamics of Growth
Processes, ed. E. J. Boell (copyright 1954 by Princeton University Press), puc. 1,
c. 278, no Evans, Smith, 1952; namewatano c pa3pemenuss Princeton University

Press.)
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30BaHME TeX Oco0eil CIeAyIOIIero MOKOJeHUsI, KOTOpble MOXWUIU OO
IaHHOro Bo3pacTta? B cTaOujbHOIi, He yBeJWYHUBaIOIIEeWcsd M HE yMEHb-
mrafoieiicsi, MONMYISALUUU penpoodyKmusHas ueHHocms (v.) OIpenesieTcs
KaK crneyuguueckoe 045 Kaxwcooeo eo3pacma odxcudarnue 0yoyuiezo
nomomcmea. MateMaTU4ecKyW NaHHAas BeJWYWHA I CTAOUJIBHOU TIO-

MyJISILMU B YCJOBUSX pPaBHOBECHUs OMNpeneyaseTcs ciaeaymolneil dopmy-
JIOM:

IS
Iy _ .k
Ux‘: -“_ix_mp NI Ux——S——l: m,dt (4)
X

f=x

Kak wum paHbiie, jgeBoe ypaBHEHME — IJsI HAUCKPETHBIX BO3PaCTHBIX

rpynm, a IpaBoe — AJs HENPepbIBHOIO BO3PACTHOIO paclpeaeieHus.
t

qHCH"E—HpCLlCTaBHHCT coboif BEpOSITHOCTb BBIXKMBaHUS 0co0eil BO3-
pacTa x 10 BO3pacTa f, a m, — CPeIHUIl ycIleX pPa3MHOXEHHUs ocobei
Bo3pacta ¢ SICHO, 4TO I HOBOPOXIEHHBIX 0C00eil B CTaOUIBHON
NonyJsdaunuunu Vo TOYHO pPaBHACTCA YUCTOU CKOPOCTHN PAa3MHOXCHMUHA Rn‘
PenponykTuBHasi 1LIEHHOCTb OCOOM, JOCTUTIIEH IIOCTPENPOAYKTUBHOTO
nmepuojia, paBHa HYJIO, TaK KaK OT HE€ HEeJAb3d OXHIaThb HOBBIX IIO-
TOMKOB; KpOME TOTO, ITOCKOJIbKY €CTeCTBEHHBI OTOOp  oOIepupyeT
TOJBKO TOCPEACTBOM Aud@depeHMaJbHOIO Yyclexa pa3sMHOXEHUS
(rm. 1), Takasg 3aKOHYMBIIAs pa3MHOXeHHEe O0cCOo0b He IoABEepXKeHa
nercTBuio otbopa (cMm. Takxke c. 154—157). Ilpu pa3zHooOpa3HBIX
3HAYCHUAX IX n mx penpoaAyKTUBHad LCHHOCTb MaKCHUMaJIbHa B HaydalJi¢
rnepuoga pa3sMHOXEHHs, a 3aTeM OHa YMEHbIIaeTcs, TaK KaK C BO3-
pacToM IUJIONOBUTOCTh OOBIYHO TIamaeT (XOTS camMa IUIOJOBUTOCTH
SIBJIIETCS  OOBEKTOM  €CTeCTBEHHOro otbopa —cMm. c¢. 141—154).
B Tab6n. 5.1 mpuBeneH crnoco0 pacueTa pPernpoOAyKTHBHON IIEHHOCTU B
crabuibHOU monynasuuu. Ha puc. 5.5 mokazaHo, KaK MEHSIETCSI pemnpo-
NYKTUBHAsI LIEHHOCTb OcOo0eil B 3aBUCMMOCTH OT BO3pacTa B pa3HBIX
nonyjadauuax.

B nmonyjagauugax ¢ MCHH}OLLLCI\/'ICH YUCICHHOCTBIO PECNNPOAYKTHUBHAA LICH-
HOCTb TIpeACTaBJsIeT COOOW TMOJYUYEHHYIO 045 HAcmoswezo  MOMeHma
OUeHKY nomomcmea, oxcudaemozo 6 Oydywem. PDaKTUUYECKM OHa oOIpe-
OEIACTCAd 4YUCIOM IIOTOMKOB, KOTOPBIX JOOJI2KHA 65ma IIPpOU3BECTU B
BO3pacTe x ocoOb, HE MOXMBIIAsA A0 Bo3pacTta x+/, IS TOTO 4YTOOBI
OCTaBUTh CTOJIBKO IIOTOMKOB, CKOJBKO OHa MoOrJja 6bl X IIPOU3BECCTHU,
ecqu OBl moxuiaa no Bo3pacta x+/ u ganee Beja Obl cebsI KaK 0cCOOb,
XapakTepusywlnascs  cpeaHei BBIXKMBAEMOCTBI0O U  IUIOLOBUTOCTHIO.
B pacrymeit monynsuum (puc. 5.5, A) penpoayKTHUBHasi IEHHOCTH
OYeHb MOJIOABIX OcCO0Oeil HM3Ka IO ABYM IpuuuHaMm. Bo-mepBbix, Hu3-3a
TOro, 4YTO CYILIECTBYET HEKOTOpPasi BEPOSITHOCTh CMEPTHU IO HACTYIJICHMS
pEeNpoOAYKTUBHOIO Mepuoaa, M, BO-BTOPBIX, U3-3a TOr0, 4YTO Pa3MHO-
XKalouasicsa Monyasiuus B OyaylleM cTaHeT OOoJibllle, U OTHOCHUTEJIbHBINI
BKJad OyaylIero ImoToMcTBa B OOWIMII reHO(GOHI MEHbIIe, 4YeM Yy IO-
TOMCTBA, POAMBIIErocs B HACTOSIIMiI MOMeHT. M HaobopoT, B coOKpa-
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Puc. 5.5. W3MeHeHue penpoAyKTMBHOM LEHHOCTHM B 3aBUCHMMOCTM OT Bo3pacTa Jisl pas-
JIMYHBIX monynsuuii. A. XKeHHIMHBI  ABCTpajluu (1911 r1.). (M3 Fisher 1958a.)
5 Jla6bopaTtopHasi monyiasuus XykKoB Calandra oryzae. (Ilo manubiM Birch, 1948.)
B Xusoponsimas simepuna Xantusia vigilis (u3 KanudopHuu), namigasi mo OZHOMY
nmometry B rox (ITo manHeiM Zweifel, Lowe, 1966.) I. Siiuneknanymas smepuna Uta
stansburiana (u3 HeBanbl), naimomiasi MO HECKOJbKY KJIaIOK B TeYeHHUE KaXXIOTo ce-
30oHa pa3MHoxeHUs. (ITo manHbiM Turner et al., 1970.) /[. JlaGopaTopHasi MOMYJISILUSI
MHUKPOCKOTIMYECKOTO BOJIHOro pakoobpaszHoro Alonella globulosa npu KylibTUBUpPOBa-
HUM €ro B TpeX BapMaHTaxX OIbITa, Pa3TUYalOLIMXCS MO0 WHTEHCUBHOCTH KOHKYPEHUUU
M JaBJCHUIO XWIIHUKOB, I — KoHTpoub; Il — onHa pbiba; [l — nBe poiobl. E. JlaGo-
paTopHas MOonyJsiiusl MUKPOCKOIMYECKOro BOJAHOIO pakooOpa3Horo Pseudosida biden-
tata B NIBYX BapMaHTaX OIbITa, Pa3JMYaAlOIIUXCA IO [aBICHUIO XUIIHUKOB. I — onHa
puiba; II — nBe puiobl. (4 n E no Neil), 1972.)
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malmIencs MONyAsSIMU IOTOMCTBO, OXHJIaeMoe B OyaylleM, BHeceT
GoNbIIMI BKJIAL B OOMMA TeHOMOHD IO CPaBHEHUIO C TOTOMCTBOM,
POIUBIIMMCS B HACTOsIIee BpeMs, MOCKOJbKY cama IMOMyJsuus Oymer
MeHbIme. CienoBaTelbHO, IUIST pacTylledl MOMYJAIMHUU TMOTOMCTBO, IPO-
W3BEeICHHOEC B HacToOsIee BpeMs, UMeeT Oojblllee 3HaYeHUE, 4YeM
MpoOU3BeIeHHOE B OyaylleM, TOraa Kak AJs COKpallalolneiicsa momyasiiumn
6OJIBIIYI0 IIEHHOCTh MMeeT Oymyllee MOTOMCTBO. YKa3aHHBIM KOMIIO-
HEHT DPEeNpOAYKTUBHOW IMEHHOCTH TPUJIOXUM TOJBKO K TOMYJSIHSIM
C MEHSIOIIEWCS YHUCICHHOCThIO M BBIYUCISATH €r0 NOBOJBHO TPYIOEMKO.

O6masa ¢opma ypaBHEHHS IS ONpencieHUs PernpoayKTHUBHOM
IIEHHOCTU B JII0OOOM TMOMYJALIMU, HEe3aBUCUMO OT TOro, cTabuJibHa OHa
WIN U3MeHseTCs, cieaylomas:

Uy e ‘ Uy el

—_— — il —_— =T

& E:e lm,  wm Tl je {m,dt (5)
f=x x

rle e — OCHOBaHME HaTypaJibHBIX JorapudmoB, a r — MITHOBEHHas
yaelbHasg CKOPOCTh yBelu4YeHHs (CM. HUXe). DKCHOHEHTH e~ u e’
B3BEUIMBAIOT TMOTOMCTBO B COOTBETCTBUM C HalpaBJIieHUEM HW3MEHEHMUS
nmonynasuuu. B crabunpHoil monynsiuuu r =0. Ecim HamoMHUTH yuTaTe-
mo, uto €” u e’ paBHB | M YTO V, B CTaOUJIBHON MOMYJNALMM TaKXe
paBHO 1, TO OH MOXeT yOenuThcs, YTO ypaBHeHHe (5) MpeBpalaercs
B ypaBHeHue (4) mpu r, paBHoM (. BemmumHa penponyKTUBHOM IICH-
HOCTM HE YUYUTBHIBACT BJIUSHUS TaKUX (HOpM OOIIECTBEHHOrO TMOBENEHUS,
KaK pOAMTeNbcKass oneka' uau 3a60Ta 6abylleK O CBOMX BHYKaX, KO-
TOpbIe YBEJMUYMBAIOT BEPOSTHOCTHh BBIXKMBAHMS 0CO0OE M WX YCMEIIHOTO
Pa3MHOXEHHUS .

HMHorma ObIBaeT TOJIE3HO pAa3AesiuTh pPENpPONYKTUBHYIO  IIEHHOCTh
Ha JBa KOMIIOHEHTa: TMOTOMCTBO, OXMHJaeMOoe B HEINOCPEACTBEHHOM
OyayiieM, M MHOTOMCTBO, OXuAgaeMoe B OoJsiee gaiekom Oyaymem. Jas
HepacTylieil monyJasaiuuu

(0]
It
v=m,+ ] 7+ m, (6)
I=x-}1

Bropoit yneH B MpaBOWf YacTH YpaBHEHUs MpeACTaBiseT cOOOW oXwuaa-
HUE TOTOMCTBA y 0coOu Bo3pacTa X ¢ 0OoJjiee OTmaJeHHOM  OymaylieM
(B Bo3pacTe x+ | W cTapine) M M3BECTEH IOJ Ha3BaHUEM OCHMAMOUHOU
penpodykmuenoti  yennocmu  (Williams, 1966b). IlpeoGpa3oBaHue
ypaBHeHus (6) TmoKa3bplBaeT, 4YTO JJs 0cCOoOM BoO3pacTa X OCTa-
TOYHasl PpEeNpoONYKTHBHAsi LEHHOCTh Vv* paBHa ee PeNpOAYKTHUBHOM
LIEHHOCTH B CJeIylollleM BO3pacTHOM WHTepBaie (Vv ,,), YMHOXEHHOH
Ha BEpPOSITHOCTb BBIXKMBAHUS OCOOM BO3pacTa X B BO3DAaCTHOM WHTEp-
Baje oT x no x+1 (1. e. [,/ ):

v=-tlu,, ™

IIpuHsATHEe Bo3pacTa HACTYMJEHUS HE3aBUCHUMOCTU OT POAUTEIbCKON OIMEKMH 3a
HYJIEBOl BO3pacTHOM KJIacC MO3BOJSIET 000MTHU 3TO 3aTpyIHEHME.
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B 3akisoueHue clieqyer OTMETUTh, 4YTO JIOOOMY codeTaHWIO crenudu-
YeCKOW JUISI KaXIOTO BO3pacTa CMEPTHOCTU M TUIOJOBUTOCTU COOTBET-
CTBYIOT CBOM cOOCTBeHHble 3HaueHuss 7, R, u r (CM. HUXeE) TaK Xe,
KaKCBOU KPUBBIE Y UV* .

CTABUJIBHOE BO3PACTHOE PACIIPEJEJEHUE

Jpyroil BaXXHBIl acmeKT CTPYKTYphbl IMOTMYJSIIMU — BO3PAacCTHOE pac-
npengeneHue (puc. 5.6), T. e. COOTHOIIEHHME YMCJIEHHOCTENW 0cobeil pas-
HBIX BO3pAacTHBIX KjaccoB. JlBe MOMyNsiiuM, XapaKTepU3YHIIUeCs
UIEHTUYHBIMU pachpefeleHUsMM BeJIUYUH [ UM m, HO pasauyaroliuecs
M0 BO3PAacCTHOW CTPyKType, BeayT cebs HeOAMHAaKOBO U MOTYT Jaxe
pacTd C pa3HbIMM CKODPOCTSIMU, €CJIM JOJU Pa3MHOXAIOIMUXCS ocobeit
B Hux He paBHbl. Jlorka (Lotka, 1922) noxkaszan, uyto B J106Oi TOIMy-
JAUUYA NPU COXPAHEHWM HEU3MEHHBIMU BeIWYUH [ U m_ B KOHLE KOH-
1IOB YCTaHaBJIUBAETCS cmabunvbHoe eo3pacmHoe pacnpedesenue. Korma
MOMYyJSIIUS JOCTUTAeT 3TOTO PaBHOBECHOTO BO3PACTHOTrO paclpenese-
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Puc. 5.6. BospacTHble pacmpene-
JIeHUSI OBYX TMOMNYyJSLUil 4YenoBe-
Ka: OBICTPO pacTylieil mnomyns- 7,
uuu  Anxupa (A — XeHIIWHBI, 7%%%
b — MyXYuHBI) M HE CTOJNb ObI- %éﬂ//} 7 v O
CTPO yBEJAMYUBAKOLIEHCS MOMYJs- 0 20 40 60 80
uuu CHHA (B — xeHmuusbl; [ —
myxuuHsbl). (M3 Krebs, 1972 no
naHHbiM 1968 r. Demographic
Yearbook of the United Na-
tions, Copyright, United Na-
tions, 1969. BocmnpousBeaeHo ¢
paspelieHus.)
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HHsI, TIPOLIEHT OPraHM3MOB B KaXIOW BO3pacTHOW TIpyIlle oOCTaeTcs
MOCTOSHHBIM: TOMNOJHEHUE TOYHO YPaBHOBEIIMBAETCS MOTEPSIMU, CBSI-
3aHHBIMU CO CMEPTHOCTbIO M cTapeHWeM. Ecmm BenuuuHsl I u m,
OCTalOTCS HEM3MEHHBIMHU, TO OIpeIcieHHOEe CTabuIbHOE BO3pacTHOE
pacrpeaeieHUe OOCTUraeTcsl O4YeHb OBICTPO Aaxe MJIs pacTylieil momy-
JNSIUWMU, TpAYeM YIOeJdbHBIA, T. €. B pacueTe Ha OJAHY OCOOb, POCT YMC-
JIECHHOCTHU KaXIO0TO BO3PAaCTHOIO KJlacca COXPaHSETCSd OAHUM U TeM Xe
(paBHBIM yIEAbHON CKOPOCTM YyBEJIMYEHUS MOMYyJAUUMU (r), OIpene-
JISEeMOM HHUXKE), a BCIACACTBME BTOTO M MPOMOPLMM pa3JUYHBIX BO3pACT-
HBIX TPYIN TaKXe€ OCTalTCsd MOCTOSHHBIMU. B ypaBHeHusax (2) — (9)
n (12)—(15) npeamonaraeTcs, 4YTO NOMNYJANUS HWMeeT CTaOMIbHOE
BO3pacTHOe pacmpenaeieHue. OmHAKO yaeJlbHass CKOPOCTb YBEJIUYCHUS
nomnyiasuuu (r), BpeMs reHepauuu (1) W penpoAYKTHBHAs IIEHHOCTH
(v) KOHIIENTYyaJlbHO HE3aBUCHUMBI OT KOHKPETHOW (HOPMBI TaHHBIX
ypaBHEHUM, MOCKOJbKY KOHIEIILMU 3TU C PaBHBIM yCIIEXOM MOTYT OBITh
onpeaeleHbl M B MOHSTHUSX BO3PAaCTHOrO paclpereleHUs] MOMYyJsSMHU,
XOTsSI MaTeMaTHYeCKM OTO HECKOoJIbKo Oosee ciaoxHo (Vandermeer,
1968). CrtabunbHOE BO3pacTHOE paclipelcjicHrWe paBHOBECHOMN MOMYJisi-
LIUM C YUCTOM CKOPOCThIO Pa3MHOXEHUsI, paBHOU 1, Ha3bIBaeTCs «CTa-
LIMOHAPHBIM BO3PAaCTHBIM paclipelaecjicHueM». BbluucieHue cTabUIbHOTO
BO3PAacTHOrO paclpenesieHUus] NTOBOJbHO T'POMO3IKO, M IO3TOMY MBI HE
OymeM oOcyxmaTh ero 06oJjiee MOAPOOHO, a YMTATeNl0, MWHTEpEeCYoIlle-
MycsI 3TUM BONPOCOM, IIOCOBETYyEM BOCHOJIb30BaThCS JIUTEpPATypOIi,
MPUBEAEHHOW B KOHIIE TJIaBbl.

CIIEHU®NYECKAA CKOPOCTb ECTECTBEHHOTIO
YBEIUYEHUA MONYIALUN

Jpyroit moJie3HbIi MoOKa3aTeldb, CKPBITHIA B KaxXaoi mape TaGIwuIL
POXIEeHUN H CMepTeu, — epoicdennas (cneyuguueckas) CcKOpocms ec-
MeCmeEeHH020 Y8eAUuHeHUss NONYAAYUU, Ha3blBaeMasi MHOTAA MajbTy3U-
aHCKMM TMapaMeTpoM. DTa BeJM4YuHa, o6o3HavyaeMasi OOBIYHO OYKBOI 7,
SIBJISIETCS MEpOil MTHOBEHHOW yAeJbHOM (B pacyeTe Ha OOHY OCOOb)
CKOPOCTM WM3MEHEHMUs pa3Mepa MONyJsSLMU UM BbIpaxaeTcs KakK YHCIO
ocobeil Ha eOUMHUIy BPEMEHM M Ha OOHY OCOOb, T. €. MMEET pa3Mep-
HOCTh 1/BpeMs. B 3aMKHyTOW momyiasiuuu chneunuuyeckas CKOPOCThb
YBEJIMYEHMUS ONpeaesieTcss KaK MITHOBEHHas yaejlbHas POXIaeMOCTb b
MHUHYC MTHOBEHHas yJejbHass CMEePTHOCTb d. B He3aMKHYTO# momnyJjsi-
o r = (PoOXIaeMOCTh + UMMUTpalus) — (CMEPTHOCTb+3MUTPAIIMS).
Korma ynenbHass poxkaaeMoCThb  MpEBbIIIAECT YIAEAbHYI  CMEPTHOCTh
(b>d), monynsauus pacTeT WM r IOJOXUTEJIbHO, KOIJIa CMEPTHOCTH
OpeBHIIIaeT poxaaeMocTb (b<d), r oTpumaTeabHO W TOIYJISIINS
cokpalaeTcs.

Ha mnpakTuke r HOBOJBHO TPYAHO BBIUMCIWTL U MOXHO MOJYYUTH
JINIIL €€ OLEHKY UTepallMOHHBIM METOIOM, MCIOJIb3ys crmocob Ditnepa:

e m,=1 ®)
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Ile e — OCHOBaHME HaTypajJbHOTO Jorapudma, a x — Bo3pacT. BriBoxm
9TOr0 ypaBHEHHUS MOXHO HaWTMm B apyrux paborax (Mertz, 1970;
Emlen, 1973). Ilpu ycnoBUH, YTO YUCTasi CKOPOCTb Pa3MHOXEHUS R,
NPpUMEPHO paBHA €IWHMIE, 3HAYEHHE 7 MOXHO IPUOJIU3UTEIBLHO pac-
CYMTaTh Mo hopMmyJe

InR,

T &)

ro

rne 7 — BpeMs TeHepalluM, OINpeneJeHHoe Io ypaBHeHHIo (2) (cM.
takxe May, 1976). U3 ypaBHeHus (9) ciaeayer, 4To r MMeeT MOJIOXHU-
TeJbHOE 3HaueHue, ecau R,>1, u orpuuarenpHoe, ecau R<l. [lo-
ckoabKy Inl=0, paBeHcTBo R,=1 cooTBeTcTBYeT paBeHCTBY r = 0.
I[Ipn onTMMaNbHBIX yCIOBHUSIX, KOTHa 3HAYeHHME R, MaKCUMaJIbHO BBICO-
KO, TONYJSALMS XapakKTepU3yeTCsI MaKCUMAaJIbHOW CKOPOCThIO €CTeCT-
BEHHOTO yBeJMYEHUs, 0003HayaeMoil yepe3 . . 3aMeTbTe, YTO CIIe-
uudurueckas CKOPOCTh YBEJUMYEHHMS OOpaTHO MpPOMOpPLMOHalbHa Bpe-
MeHu reHepanuu 1 (cMm. Takxe puc. 5.27, c. 159).

MakcumalibHasi MTHOBEHHAasl yleJibHasi CKOPOCTh YBEJIMUEHUS I10-
nynsuun (7, ) BapbuUpYeT Y Pa3MYHBIX XKWBOTHBIX B Tpemeiax He-
CKOJBKUX MOpPSInkoB (tabm. 5.2). Menkue, HEIOJTO XHUBYIIUME oOpTra-
HM3MBI, HallpuMep TakKue, KakKk OObIUHas KUIIeyHas majouka Esche-
richia coli, xapakTepuU3ylOTCs [OOBOJbHO BBICOKMMU 3HAUYCHUSIMHU
r.. TOrma KakK KpYITHBIE OPTAaHU3MBI C OOJBIION TPOTOIKHUTEIBHO-
CThIO XM3HU, HANpUMEpP 4YeEJOBEK, MMEIOT CPaBHUTEJbHO HU3KHE 3Ha-
yeHus r,_. KoMmmoHeHT® 7, 5TO MIFHOBEHHAas yaeJlbHas poxjaae-
MOCTb b M MTHOBEHHAas YyJIeJibHasi CMEpPTHOCTb d, HabiiogaeMmbie B
HaubGoJiee ONTUMAJIbHBIX YCIOBMSX CpeAbl. DBOJIOLMS CKOPOCTU pas-
MHOXEHHUS M CMEPTHOCTU OyAeT paccMoTpeHa B 3TOW TJjaBe HMXE.

Jlio6Gas monyasiiusi, YMCACEHHOCTb KOTOPOI JUHEHHO yBeIMUYUBACTCS
CO BpEMEHEM, MMeeT MOCTOSIHHYI0O CKOPOCTb YBEJIUUYCHUS:

Ny —N, AN
CKOpOCTb YBEAMUEHNS MOMYISLHH = ——0- = —— = const (10)
IY; g

roe N, —4ymucio ocobeil B MOMEHT BpeMeHW f, N, — HadaJbHOE YHCIO
ocobeif, f, — HaYaJlbHBII MOMEHT BPEMEHU.

OpHako ecinu r — jobasi MOCTOSSHHAS IOJIOKUTENbHAass BeJIMYMHA
(T. e. ymenbHasi CKOPOCTb YBEJUYEHHUs MOMNYISLUU TOCTOSHHA), TO
MOIyJSIIAS pacTeT MO 3KCHOHeHHualbHOMY 3akoHy (puc. 5.7). Cko-
pOCTb YBEJIMYECHUSI TaKOW MOMYJSLMMU 3aBUCUT OT €€ YUCICHHOCTH, U
yeM OoJbiie N, TeM ObIcTpee OHa yBeauuuBaeTcs. [Ipeamosiokum, 4TO
BBl XOTUTE ONPEAEJIUTh CKOPOCTh U3MEHEHMS] YUCACHHOCTH MOMYJISLUU,
MmokKa3aHHOM Ha puc. 5.7, B KaKOoii-TO MOMEHT BpeMeHu f. [Ipu nmepBom
NpUOGIUXKEHUU MOXHO OLIEHUTh BEJIUYUHY N HEMOCPEACTBEHHO Mepen
MOMEHTOM ! W IOCJe Hero, HalpuMep 3a yac A0 ! U Ha 4Yac Mo3xe f,
NpUMEHNB TpUBEeNeHHOE Bhille ypaBHeHue AN/At. OnHako, oOpaTuB-
WKch K puc. 5.7, Mbl BHIMM, UYTO B MOMEHT f, (Hampumep, 7—Iy)
WCTUHHAS CKOPOCTH Ha CaMOM Jejie MeHbIIe, a B MOMEHT f, (Hampumep,



126 TJIABA 5

Tabauya 5.2. OlEHKM MAaKCUMaJbHOWM  MTHOBEHHOM CKOPOCTH  €CTECTBEHHOTO
yBenuueHns nomyasiuun (7, Ha ocobb 3a CYTKM) M CpelHee Bpems
TeHepalMu I PasinYHbIX OPraHM3MOB

CHCTerl\&Tr}dﬁigcmﬂ Bux - re%ﬁﬁm
bakrepuu Escherichia coli ~60,0 0,014
Ipocreiimie Paramecium aurelia 1,24 0,33—0,50
[pocreiimue Paramecium caudatum 0,94 0,10—0,50
Hacekombie Tribolium confusum 0,120 ~ 80
Hacexomble Calandra oryzae 0,110(0,08—0,11) 58
Hacekomble Rhizopertha dominica 0,085 (0,07—0,10) ~ 100
HacexoMebie Ptinus tectus 0,057 102
Hacexomble Gibbium psylloides 0,034 129
Hacexombie Trigonogenius globulus 0,032 119
HacekoMbie Stethomezlum squamosum 0,025 147
Hacexombie Mezium  affine 0,022 183
Hacexomble Ptinus fur 0,014 179
Hacexombie Eurostus hilleri 0,010 110
Hacexombie Ptinus sexpunctatus 0,006 215
Hacexomeie Niptus hololeucus 0,006 154
Miekonuratoue Rattus norvegicus 0,015 150
Miekonuraromye Microtus agrestis 0,013 171
Muekonuramomume Canis domesticus 0,009 ~ 1000
Hacexomebre Magidcada septendecim 0,001 6050
Muexonuranouue Homo sapiens 0,0003 ~ 7000

t+14) OGojplle, 4YeM IIPM MCIIOJb30BAaHHON HaMHM JUHENHOM 3KCTpamo-
asuuu. [lpym aHanuse MOMOOHBIX ciydyaeB mnpumeHsieTcss nuddepeHun-
aJIbHOE WCYHUCJIEHUE, TO3BOJSIONIEE BBIYUCIUTD MCHO8EHHYI0O CKOPOCTH
u3MeHeHus B J10060it MomeHT BpemeHu. Ilo mepe Toro kak AN u At
CTAHOBSITCSI BCE MEHbINE W MeHblle, oTHoumeHue AN/At Bce OoJblae
NpUuOIUXaeTCd K HUCTUHHOW OIEHKE CKOPOCTM B MOMEHT BpEMEHU [
(puc. 5.7). B mpenmene, korma wuHTepBan Af mpubIMXkaeTcs K HYJIIO,
AN/At  3anucweiBaeTcsd Kak dN/dt, 94TO O3Ha4aeT MTHOBEHHYIO CKOPOCTH
u3MeHeHUus1 N B MOMEHT f. DKCHOHEHIMaJbHBI POCT MOMYJALUU 3a-
MUChIBaETCS MPOCTHIM AU epeHIIMaTbHBIM YpaBHEHUEM:

dN

rme b, Kak W TIpeXne, MTHOBeHHas yAelbHass pPOXIaeMOCTh, a d —
MTHOBE€HHasl yaelbHass cMepTHOCTh. HamomMHuM, uro r=b—d. OO6pa-
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Puc. 5.7. DKcmoHeHIMAaNbHBIE poCT
MOMYNALMM, OCHOBBIBAKIIMICS Ha
NPENNoNOXEeHUH O  TMOCTOSHCTBE
YIEIbHON CKOPOCTH YBENUYEHUs (7),
He 3aBUCAIIEH OT M3MEHEHHS IUIOT-

HocTH momynsduuu. OOpaTuTe BHH- %‘?m
MaHHE Ha TO, YTO OIIEHKAa CKOPOCTH (r =const)

YBEIMYEHNSI MOMYTAUUA B MOMEHT
BPEMEHU ! MpPU WCIOJIb30BAHUU JH-
HEHOW 3KCTPAamoNALuKl CTAHOBUTCA
Bce Oosee W Oojnee TOYHOM MO Mepe
cOmxenusa f, u f, B Ipelele, Ko-
rga f, U f, npubauxamorcd K f Wiu
At—>0, cKopocTb pocTa IIOMYIAINU
CTAHOBUTCS DaBHOW YIIy HakjIoOHA
NpsAMOM, KacaTeJlbHOM K KpPUBOW B
TOYKE, COOTBETCTBYIOLIEH  MOMEHTY
BpeMeHHU ! (CBETIBI KpPyXOK).

YucnerrHocms nonyasyuy (N)

Bpems

TUTE BHUMaHUE Ha TO, 4TO d B BbIpaxkeHUU dN/dt He MMeeT OTHOIIEHUS
K CMEPTHOCTHU, XOTSI LEJIMKOM 3TOT YJieH TMpeJcTaBisieT co00il MTHOBEH-
HYI0 CKOPOCTb M3MEHEHWS TUIOTHOCTU monyasuuu (N).

B wunTerpanpHoii ¢opme ypaBHeHue (11) mokaszpiBaeT, 4TO IJIs
Jn1000T0 MOMEHTAa BpPEMEHM ! YUCIO OpPraHu3MoB N, ecTb (QYHKIUA UX
HayaJlbHOTrO 4Yucia (B HyJIeBOH MOMEHT BpeMeHHU) N, CKOPOCTH YBe-
JIUYEeHUS r W TPOAOJIKUTEIbHOCTU Tepuoia pocTa MOMYJSIUU OT HY-
JIEBOTO MOMEHTa f:

N,=Nge, (12
Iie e — OCHOBaHWE HATypaJbHBIX JOTapu(MOB.
B nmorapudpmmueckoit dopme  ypaBHeHHe (12), npeacTaBisoolIee
co00ii mpocTo MHTerpajbHylo ¢dopMy ypaBHeHHs (11), mmeeT BuUI
InN,=InN,+Inet=InN,-+rt. (13)

DTo ypaBHEHME IMOKa3blBaeT, 4To In N uU3MeHseTCsS JUHEWHO CO Bpe-
MEHEeM, T. €. B MoJyJorapudMuueckoM macmrabe rpacduK 3aBUCUMOCTHU
In N oT BpeMeHM [ TIpelAcTaBisieT CcOo0Oil MpSMYI0 C HAKJIOHOM F, Tepe-
cexaloulylo ocb OpAMHAT B Touke y =/n N,

Ecim cumrarp, utro N,=1, T. e. momyjasiuusi HadYWHAETCS C OINHOMU
ocobM, TO 4yepe3 BpeMs ONHOW reHepauuw (7) 4YUCIO OPraHU3MOB B
MOMYJISIUUU CTaHeT DaBHBIM YUCTOW CKOPOCTM pa3MHOXeHuss (R,).
IMoncTaBasiss maHHbIe 3HA4YeHUS B ypaBHeHMe (13), moayyum

InR,=In14/T. 14)
IMockonbky In 1=0, ypaBHeHue (14) wugeHTUYHO ypaBHeHUIO (9).

ﬂ,pyrof/‘l ImapamMeTp, XapaKTCpI/IZ}yIOLL[I/Iﬁ Inmonyadauounui M TECHO CBA-
3aHHBIA C YUCTOW CKOPOCTbIO Pa3ZMHOXEHUA U BpO)K,Z[CHHOfI CKOpPOCTbhIO
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yBEJIMUEHUSI, — OTO TaK Ha3bIBaeMasli KOHeYHdas CKOPOCHb Y8eNUUeHUsl
nonyaauyuu (K), ompenensieMass KakK CKOPOCTb YBEJIUYEHUSI YUCJIEHHO-
CTM MmomnyJsluu B pacuyere Ha | ocobb M Ha eauHuny BpemeHu. Ko-
He4yHasl CKOPOCTb YBEJIMYECHUS M3MEpsIeTCs B TeX XK€ CaMbIX eIMHUIIAX,
YTO WU MTHOBEHHAasl CKOPOCTh yBEJIUYEHMUS:

r—In A, 1 r—e’. as

B nonynsauuu, He uMelolleil BO3pacTHOW CTPYKTYpbl, 3Ha4YeHUE A paBHO
R, mockonbky B ypaBHeHusix (9) u (14) 7=1.

POCT ¥ PETYJAINA YNCIEHHOCTH MOMYJIAIIUAN

B KOHeYHOM Mupe HU OJHA MHOMYJSLUS HE MOXET PacTU DKCIIOHEH-
HUajJbHO OYeHb moJyro (puc. 5.8). PaHblle uUAM mo3xke Kaxgas MOITy-
JASLUST JOJIKHA CTOJKHYTHCSI C HEMOAXOASIIUMU YCIOBUSIMHU OOUTaHUS
WIU C HEXBATKOW pecypcoB, HEOOXOAMMBIX Uil JaJibHEMIlIero pa3MHO-
XKeHusi. Yepe3 KakoOW-TO [OJIUTEIbHBIA IIPOMEXYTOK BpEMEHHU, €CIU
TOJBKO CpenHsisi (akTUuecKasi CKOPOCTh YBEJWYECHHUS HE paBHa HYJIO,
mobasg monyasinus JAM0O0 COKPAaTUTCS B UMUCIEHHOCTU M B KOHILIE KOH-
LIOB BBIMpPET, JUMOO YBEJIUYUT CBOIO YUCJIEHHOCTb 3a CYET BLIMUPAHUSI
APYTUX TIOTYJSILIUM.

Jns Havajga OTpaHUYMMCSI pPAaCCMOTpPEHUEM IOIYISLUi ¢ (DUKCU-
pOBAaHHBIMM JUISI KaXJOro Bo3pacTa MnapameTrpamMu (IOCTOSSHHBIMU [,
u m,_). BospacTHyo cneuu@UUHOCTb NOKa He OyAeM YUYUTHIBATb, a. Be-
JU4YUHaM R, u r MO3BOJIUM M3MEHSITBCS B 3aBUCUMOCTH OT IJIOTHOCTHU
nmonyassuuu. YToObl caenaTh 3TO, ONPEACIUM HPeoeabHYI0 HAOMHOCHb
Hacvienus (K), kak Ty TUJIOTHOCTb TONyasiuuMu (T. €. 4YUCIO ocoOei
Ha €OIMHUILY IJIOMIanu), MNpU KOTOPOM YHMCTasi CKOPOCTh pPa3MHOKEHUS
(R,) paBHa eIMHMLE, a4 BPOXJIEHHAs CKOPOCTb YBEJIUUYECHUS MOMYISALUU

2000

!

Puc. 58. B 1911 r. Ha octpoB CeHT-
TTon (octpoBa IlpubGbinoBa, Ans-
cka) ObUIO  3aBe3¢HO 25 CeBepHBIX
oneHeit. [lomynsiumst pocia oOveHb
OBICTPO, TOYTH MO ODKCIIOHEHTE, 10
1938 r.,, Korma Ha OCTpPOBE ILIO-
mwazapio npuMepHo 106 kM’ obuTano
yxe Oosnee 2000 oneHeit. B pesynb-
TaTe TMepeBblaca Oblla  CepPbe3HO
rnogopBaHa nuuieBasi 6a3a (TJIaBHBIM
obpa3zoMm, JMIIAWHUKW), U TOMYJsi-
uus noreprnena kpax: B 1950 r. Ha
OCTPOBE OCTaJIOCh TOJIBKO 8 0cCO00eii.
TTono6Hast mocCnHenO0BaTEIbHOCTh CO-
ObBITUII HabJylogamach M Ha OCTpPOBE
Cenr-Metbio B mnepuon c 1944 o

0 | | | | | 1'\ 1966 r. (M3 Krebs, 1972 no naH-
1910 1920 1930 1940 1950  HbiM Scheffer.)
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_ ITnomHocme
nongasyl (N)

PakmuYECKas MeHOBEHHI YOENEHOA
CKOPOCITY YBEALYEHUS PONYIRY U

|
/

Puc. 59. B COOTBeTCTBMM C AOMYLIEHUEM JIOTUCTUYECKOTO YypaBHeHus Depxionbcra —
IMupna dakTuyeckass MrHOBEHHas YylejlbHas CKOPOCTb yBEJWYEHUS  MOMyasiuuu (r,)
NPy BO3pacTaHUM IUJIOTHOCTM TIOMYJSILIMU JIMHEHHO cHuXaercs. CruowHasi JUHUS
COOTBETCTBYET ONTHUMAJbHBIM YCIOBUSIM, IPU KOTOPBIX pasHOCTb MexXny b u d Mak-
cuMasbHa. [IpepsIBUCTasi JUHUS TOKa3blBaeT, KaK CHUXaeTcsl (akTuueckasi ynaesibHast
CKOPOCTb YBEJIMYEHUS MOMYJSILUM C Bo3pacTaHMeM N TpU YCIOBUU BBICOKOW yIesib-
HOil cMmepTHOCTU d. PaBHOBecHasl YUCIEHHOCTb MNonyasiuuu N, B TOCIEAHEM cllydyae
MEeHbllle, YeM IIpelesibHasi IUIOTHOCTb HAacCbIIIEHWsT JaHHOW  cpeabl K (CM. Takxe
puc. 5.12).

(r) paBHa Hymo. Ilpu «HynaeBOl MJIOTHOCTHU»  (KOraa MOPUCYTCTBYET
OIMH OPraHW3M WU TMOJHOCTbIO OTCYTCTBYeT KakKasi-JInb0O KOHKYPEH-
uusi) R, makcumalbHO U r=r,_ . Jjas 1000i 3a0aHHON NJIOTHOCTU
BbIllIE HYJIeBOW R, M r YMEHBIIAIOTCS AO TeX IOp, MOKa MpPU IJIOTHO-
ctu K monynsinusi He mepecTaHeT pacTu. llomyasiuusi, wu3HadYaJbHO
“MeBIlIasi MJIOTHOCTh Bhille K, cokpalnaeTcss 10 TeX Iop, Moka He H0-
CTUTHET CTAallMOHAPHOTO COCTOSIHUSI WJIM IUIOTHOCTU, paBHoU K
(puc. 5.9). TakuMm o6pazoM, Mbl onpegeauM r, (uau dN/dt*1/N) kak
¢akmuueckyro MTHOBEHHYIO CKOPOCTh yBEJIMYEHMUSI, KOTopasi paBHa
HYJI0 B TOYKE, COOTBETCTBYywIlell K, oTpuliaTejibHa MpU MJIOTHOCTU
Bbillle K U MOJIOXKUTEIbHA, KOTrAa MJIOTHOCTb MOonyasiuuu Huxe K.
CaMoe mpocToe MpeAnojoXeHue, KOTOpoe Mbl MOXEeM caejiaTh, —
3TO AOMYCTUTb, YTO #, JUHEHHO YMEHBIIAETCSI C POCTOM M CTAHOBUTCS
paBHoit Hyawo npu N=K (puc. 5.9). Do npeanojoxeHue MPUBOAUT K
KJIACCUYECKOMY JoTuctuuyeckomy ypaBHeHuio Depxwosbcta — [Mupna

dN N N2
T:rlv_w(?)ﬂzv: = (16)

9 9. Iunanka
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BoiHecs #N 3a cKOOKM, MOXHO Iepenucath ypaBHeHue (16):

dN Ny K—N
E——fN( —7) =r (T) (17)
Wnmu, npunas, 4ro r/K =z, 3anucath €ro B CIEAyIOIIEM BUIE:
dN
g N —zN2, (18)

Ynen rN (N/K) B ypaBHeHuu (16) u uneH zN° B ypaBHeHuu (18)
OTpaXaloT 3aBUCHUMOE OT TUIOTHOCTU CHUKEHUE CKOPOCTH YBEJIUYECHUS
monyiasuuu. Takum o6pazom, mpu N = | («3KOJOTUUYECKUI BaKyyM»)
dN/dt meHseTcsI TOYTH DBKCIIOHEHILMalbHO, a mpu N =K monyranus
HaXOMUTCS B CTAallMOHAPHOM COCTOSHUM OKOJIO TUIOTHOCTU €€ HachIIle-
Husg u dN/dt=0. Jloructudyeckme ypaBHeHUS (UX CYIIECTBYET MHOTO
nmoMuMo ypaBHeHHMs Pepxionbcta — [lupia) maloT Tak Ha3biBaeMBbIe
CUTMOUIHBIE (S-o6pa3Hrbie) KpUBBIE  yBeJIWYEeHUS MOMYJIS U
(puc. 5.10). B noruuctuyeckoM ypaBHeHuu Depxwoabcta — [Mupna
0e3yCJIIOBHEI TPU OONyIIeHUs: 1) Bce 0COOM SKBUBAJCHTHBI, T. €. HO-
GaBleHME KaxXJIOil HOBOM ocoOM TMpU JIIOGOW IUIOTHOCTU  yMEHbIIAeT
(bakTUyecKyio CKOpPOCTb YBEJMUYECHUS Ha OZHY M Ty X€ BEJUYUHY —
1/K (puc. 5.9); 2) BenuuyuHsbl 7, U K— KOHCTaHTBI; 3) TNpU U3MEHE-
HUU (GaKTUYECKOW CKOPOCTHM YBEJMUYEHUS B OTBeT Ha M3MeHeHHe N He
HaOiomgaeTcsT HUKaKoOW BpeMeHHOUW 3aiaepXKu. I[loCKONBKY Bce Tpu
OOTYIIeHWsT Ha caMOM JieJie He pealMCTUUYHBI, JIOTUCTUIECKOEe YypaBHeE-
HUe He pa3 mnojaBepraioch crporoit kputuke (Allee et al., 1949; Smith,
1952, 1963a; Slobodkin, 1962).

Bonee mpaBmomomoOHbIe HeJTWHEWHBIE 3aBUCUMOCTU CKOPOCTU YBe-
JUYEeHUS OT IJIOTHOCTU MOMYJSIIMM MoKa3aHbl Ha puc. 5.11. O6pature

Yuc nennocms nonyAsyuy (N)

Bpems

Puc. 5.10. T'paduk pocra monyasiiuu, MPOUCXOASIIET0 B COOTBETCTBUU C JIOTUCTHYE-
ckuM ypaBHeHueMm Depxionbcra — [lupaa, mnpencrapiaser coboil S-o6pa3Hyl0 KPUBYIO,
BBIXOISIIIYI0O Ha TJaTO MpPU Tak Ha3blBaeMOW MpeaejbHOW MNJIOTHOCTU HacbhiuleHus K.
[InoTHOCTH pa3BuUBalouleiics MOMYJASILIUM, €CAU €€ HayajbHasi IUIOTHOCTb OblIa BbI-
me K, yMmeHblIaeTcsi MO 3KCIMNOHEHTe A0 BeJMuYuHbl K, KOoTopasi mpejcTaBiseT co0oi,
TakKuM 00Opa3oM, €IMHCTBEHHO BO3MOXHOE YCTOMYMBOE paBHOBECHE.
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Puc. 5.11. T'unmoreTuyeckue KpUBOJMHEHHbIE 3aBUCHUMOCTU MIHOBEHHON CKOPOCTU YBE-
JIMYEHUS] TMOMYJsSLUMU OT IJIOTHOCTU. BO3MOXHBI Takxke M BOrHyThie Kpusbie. (M3
Gadgil, Bossert, 1970; Pianka, 1972.)

BHUMaHWEe, YTO 3aBUCHUMBIE OT TIJIOTHOCTH W3MEHEHUS POXIAEMOCTH W
CMEpTHOCTH OOBEAMHEHB MWCIOJb30BaHMEM TOKa3aTenass r (majsee OTH
U3MEHEHUs OyayT pacCMOTPEHBI IO OTAedbHOCTH). [lpedenbHasl TIJIOT-
HOCTh HAaCBINIEHUs] TaKXe HCKIIOYUTEIbHO CIOXHOE W He Bceraa sICHOE
MOHsATUE, TaK KaK OHO BO MHOTOM 3aBHCUT OT OOECIeYeHHOCTH BO300-
HOBJISIEMBIMU M HEBO30OHOBISIEMBIMHM pecypcaMu, KOTOpble cCaMU IO
cebe ABISIOTCS TTEPEeMEHHBIMU BeJIMYMHAMU. [ MOAaBISIONETo 60Jb-
IMUHCTBA OPraHW3MOB IUJIOTHOCTb HACHIIIEHUS IMUPOKO BapbUPyeT B
3aBUCMMOCTH OT MecTa W MOMeHTa BpeMeHu. CylllecTByeT TakKxke
Heu30exXHoe 3ama3nblBaHWe B IeMM OOpPaTHOW CBSI3M MEXIY IIJIOTHO-
CThIO TMOMYJNALUMM M (HAaKTUUYECKOW MIHOBEHHON CKOPOCTbIO €€ YBeJu-
yeHusa. C y4eToM BceX YKa3aHHBIX NOMYyHIeHU MOTYT OBITH pa3pabo-
TaHBl OoJjiee peaqucTUYECKMEe ypaBHEHUS, ONHAKO TPH BTOM OBICTPO
BO3pacTaeT CJIIOXHOCTh MCITOJIb3YyeMOT0o MaTeMaTHYeCcKOoTo ammapara,
YTO 3aTpPYAHsIET ero MpuMeHeHue. TeM He MeHee Iedblid pSAa TOTYyJs-
IIMOHHBIX SIBJCHUUW MOXET OBITb XOPOIIO MPOUJIIIOCTPUPOBAH TMPOCTHIM
JorucTuyeckuM ypaBHeHMeM Depxronbcta—Ilupna, m ero HeobXxomu-
MO OTYETJIMBO TOHMMATh, YTOOBI pa3o0bpaThbCcsd B TaKUX XKe IPOCTHIX
ypaBHEeHUSAX KOHKypeHUuM JlorTku—BonbTeppa, paccMaTpuBaeMbiX B
. 6. Cnenyer, omHaKo, NMPU3HATh MHOTOYMCIEHHBIE HETOCTaTKU JIO-
TUCTUYECKOTO YpaBHEHMS, KOTOPOE MOXET OBITb MCITOJb30BAHO TOJBKO
B KayecTBe TMEPBOTO NPUOJIUXKEHUS IJIST OMUCAHMS HE3HAYUTEIbHBIX
KpPaTKOBPEMEHHBIX W3MEHEHMU B poOCTe TMOMYJISIUMU, HaXOIAIIeHCs
BOJIM3U COCTOSIHUSA paBHOBecHs (T. €. B TOM cjydyae, KOrja 3aBUCHU-
MOCTb NMPUOIMKAETCSI K JUHEWHOMN).

OOpaTuTe BHUMaHUE Ha TO, UYTO B JIOTUCTUYECKOM ypaBHeHUU (16)
r — 3TO Ha camMoM jejie r, . YpaBHEHHME MOXHO pa3pelInTb OTHOCH-
TEIbHO @akmu4eckoii CKOPOCTH yBEJWUYEHUsS TI,, KOTOpas TpeaCTaBJsIeT

9*
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coboif TepeMeHHYI0 BEIWYMHY, 3aBuUcdlmyw ot r, N u K, pa3nenus
MpaBylo U JIEBYIO 4yacTu Ha N:

N K—N N
ry=———=r (== |=r—( 3\ r. (19)

Ndi K K
dakTNyeckn MTHOBEHHAad yac€iabHasgd CKOPOCTb YBCJIHMUCHUA MONYJIALUU,
r,, BCeraa MeEHbLIE WJIU paBHa r . (I’ B JIOTUCTUYECKOM ypaBHeHI/II/I).

Kak cnenyer u3 ypaBHeHus (19) u puc. 5.9, r, 1uHellHO yMeHbIIaeTcs
C yBeJIMYeHUEeM TIJIOTHOCTH, YTO SIBISETCS NOMYIIEHUEM JOTHCTUYECKOTO
ypaBHeHUuss Depxronbcta—Ilupna.

dakTuvyecKkass MTHOBEHHas ylOeJbHas CKOPOCTh YBEAWYEHUS TIOMY-
nsuuu (r,) BKJOYaeT B ce0s nBa KOMIOHeHTa: (aKTU4YecKyl0 MTIHO-
BEHHYIO YIENbHYI0O POXIaeMOCTh (CKOPOCTh poOXIaeMocTH) b u dak-
TUYECKYI0 MTHOBEHHYIO YIENIbHYI0O CMEPTHOCTb (CKOPOCTH CMEPTHOCTH)
a. PazHocte Mexny b u d, T. e. (b—d),— 310 U ectb r,. Ilpu BoOOpa-
)XaeMbIX MAcalbHBIX YCIOBHUSX, KOTJa 3HauyeHWe b MaKCHMMalbHO, a d
MUHUMaJlbHO, F, JAOCTHTaeT CBoell HaumbGoiblIell BEJIWYMHBI, pPaBHOU
r... COriacHO JOTHCTMYECKOMY  YpaBHEHUWIO, TMOJOOHOE TIOJIOXEHHUE
peanusyeTcs MpU MUHUMAaJbHOW TIOTHOCTHM WJIU B YCIOBUSX <«ITOJHOTO
KOHKYPEHTHOTO BakKyyMa». [IJsg Ooyblieii TOYHOCTM OOO3HAUYUM BeJU-
YUHBI 4 W d WHIEKCOM, MOKa3bIBAIOUIUM, YTO OTH BEJIWYUHBI 3aBUCSAT OT
miotHoctu. Torma b,—d, =r, (KoTopasd mnpeiacTaBiasieT coboili Be-
JIMYUHY 7, IpU T1oTHOCcTH N), a b,—d,= r, . Korma b,=d,, Beau-
YyuHBl ¥, U dN/dt paBHBI HYJII0, a TOMYJSIIIUS HAXOAUTCS B COCTOSTHUM
paBHoBecus. Ha puc. 5.12 moka3aHo, KaK B COOTBETCTBUM C JIOTUCTHYE-
CKUM ypaBHeHUEeM b u d nuHeitHO 3aBucdaT ot N. [lpm nwoboii 3amaHHOM
MJIOTHOCTU 3HauyeHUs b, W d, OmNpenensioTcss JUHEHHBIMM YypaBHE-
HUSAMU:

bN = ba_XN) (20)
d, =d,tyN, (21)
e X U y — yrabpl HakjJdoHa TpsMbIX Ha puc. 5.12 (cM. takxke Bartlett,
1960; Wilson, Bossert, 1971). MrHoBeHHasi cMepTHOCTb d,, OYEBUIHO,
XapakKTepusyeTcsi KaK 3aBUCHMMBIMU, TaK U HE3aBUCUMBIMU OT IIOTHO-
cTM KoMmnoHeHTamu. B ypaBHenum (21) m Ha puc. 5.12 BenuuuHa yN

n3MepsieT KOMIOHEHT d,, 3aBUCUMBI OT MJOTHOCTU, a d, — HE3aBUCHU-
Mblil. Ilpu paBHOBecuU b, NOJTXKHO PaBHATHLCS d,:

b—xN =d,+ yN. 22)

O6o3HauuB N B ycloBHUSIX paBHOBecus uepe3 N, a paszHocTb (b,—d,)
yepe3 ¥ U MPOU3BEIS HEKOTOPbIE MPeoOpa3oBaHuUs, MOJTYIUM

r = (x+y)N, (23)

nin

N,=— (24)
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Puc. 5.12. CorsacHO JIOTUCTUYECKOMY YpPaBHEHUIO, TMPHU YBEIWYEHUM I[UJIOTHOCTU TIO-
MyJasiUMM MTHOBEHHAasl yleJjbHasi POXIAaeMOCTb IMaJaeT, a MTHOBEHHasl yaelbHasi CMepT-
HOCTb BO3pacTaeT MO JUHEHHOMY 3aKoHy. [lJisl CMepTHOCTM TpUBENEHBI IBE TMpsMble,
COOTBETCTBYIOIIME €€ BBICOKOMY YPOBHIO (NpephiBUCTasi) W HU3KOMY  (CIUJIOIIHAS).
BennynHa paBHOBECHOI IUIOTHOCTM mnonyiasuuu (N) yMeHblIAeTcsd MNPU BO3PaCTaHUU
CMEPTHOCTU WM CHUXEHUM POXIAEMOCTH.

OTMETUM, 4YTO CyMMa HAaKJOHOB pOXIaeMOCTHM U CMEpPTHOCTU (X+y)
paBHa z unau r/K. OueBUAHO, YTO r TMpPEACTABIASET COOOl 3aBUCHMYIO
OT TUIOTHOCTM BEJUYUHY, aHAJOTUYHYIO HE3aBMCUMOUN OT TJOTHOCTHU
KOHCTaHTe 7

max*®

DAKTOPBI, 3ABUCAIINE N HE 3ABUCAIIUNE OT IIIOTHOCTHU

PaznuuHbie GakTOpbl MOTYT BJIUATH Ha TOMYJSALWIO JBYMU TIPUH-
IIUMKUATbHO pa3HbIMM crocobamu. MDakTopbl, NEWCTBUE KOTOPBIX MCIIBI-
ThIBA€T OJHA U Ta Xe€ 004 TOMYJISIIUM HE3aBUCUMO OT €€ IUIOTHOCTH,
Ha3bIBalOT GaKTopaMUu, He 3asucawumu om naiomuocmu. IlogoOHBIM
oOpa3oM YacTo, XOTS W He 00s3aTelbHO Bcerma, NeHCTBYIOT Ha TIOMY-
AU KauMmatudyeckue daktopbl (tabdsn. 5.3). Eciu Xxe BausiHue dak-
TOpPOB BapbUpyeT B 3aBUCMMOCTM OT IUIOTHOCTU TIOMYJSALIMUA TakK, YTO
JIOJIT TOTMYASMU, UCHBITHIBAalOIIass WX BO3AEeWCTBUE, JEHCTBUTEIbHO
pa3iuyHa TIpU pa3HOW TUIOTHOCTU, TO MOMOOHBIe (AaKTOPHl HA3bIBAIOT
sasucawumu om naomuocmu. CBSI3b (HaKTOPOB C TIJIOTHOCTHIO MOXKET
OBITh W TIOJOXUTEJbHOW, M OTpulaTesibHOW. Tak, Hampumep, cMepT-
HOCTh, KOTOpass B OOJBIIMHCTBE CJy4yaeB C YBEJIMUYEHUEM IUIOTHOCTH
BO3pacTaeT, HAaXOAUTCsS B TOJOXUTEIbHOW, UIAM TIPSIMOI, 3aBUCUMO-
CTU OT TUIOTHOCTU (puc. 5.12), a poXkaaeMOCTh, OOBIYHO CHUXKalollas-
csl ¢ YyBEJMUYEHUEM IUIOTHOCTU TOMYJSIMKU, — B OTpULIATEbHON, WU
obpaTtHoit, 3aBucumoctu (puc. 5.13). JeiicTBUe 3aBUCIIIUX OT IUIOT-
HOCTU (aKTOpPOB, KaK MpaBUJO, MPUBOAUT K PaBHOBECHOW IUIOTHOCTH,
MpU KOTOpPOW Tomyasinus mnepectaeT pacTu. [logoOHBIM oOpa3om, XOTS
W He Bcerma, NeWCTBYIOT Ha MONMyJsiivio OuoTudyeckue (pakTopwl, Takue,
KaK KOHKYPEHIIUsI, XUIIITHUYECTBO U 3a00JIeBaHUA.
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Puc. 5.13. CBs3b MeXIy CpeaHMM pa3MepoM KJaIKh W TUIOTHOCTBbIO DPa3MHOXAaloUIei-
¢ YacTu MOMNMYyJASUMMU OOJBIIOW CHHUIIBI B Jiecy, oOcCiemoBaBIIeMCs B TedyeHue 17 JeT.
(ITo Pen-ins, 1965.)

MHeHUS 3KOJOroB OTHOCHUTEJNIBHO BaXKHOCTHU OJIs1 NPpUPOAHBIX TIIOITYy-
Jauuii (pakTOpoOB, 3aBUCSIIUX W HE 3aBUCSAIIUX OT IJOTHOCTH, pacxo-
natcs (Andrewartha, Birch, 1954; Lack, 1954, 1966; Nicholson, 1957
Orians, 1962; McLaren, 1972; Ehrlich et al., 1972), a HeKOTOpbIEe Jaxe
KaTeropuyeCkm OTpULIalT HAaJIHWU4YHUE€ OJHOIro HWJIMU APpYyroro mu3 OIIMCaH-
HBbIX TUIIOB BJAWSHMS Ha nonyiasuuu. Pacmo3naBaHue sddexkra 3aBu-
CUMOCTU OT IUIOTHOCTU MOXET OBbITh JOBOJIbHO TPYAHBIM. Z[SBI/I)J,COH
nu AunapeBaprta (Davidson, Andrewartha, 1948), wu3ydyass AuMHaMUKY
nonyasuuu tpuncoB (Thrips imaginis), MelKUX PacTUTEIbHOSIIHBIX
HAaCCKOMBIX, BBIACHUJIHN, YTO MU3MCECHCHUA HUX YUCJICHHOCTHU MOZXKHO J0-
BOJIbHO TOYHO TIIpeacKa3aTb Ha OCHOBE JAAaHHBIX O YMCJIEHHOCTH IIOIY-
JAUUU B IIPOIIJIOM U KIMMATUYCCKHUX YCIOBHUAX B HACTOAIIECEC BpPCMH.
ODTU HcciaegoBaTeJM He CMOIJIM OOHApyXWMTh HMKAaKUX MaHHBIX, CBU-
JCTCHABCTBYIOIIUX O BIWAHHWU IIJIOTHOCTU, U Ha OCHOBaAHMWU CBOUX JaH-
HbIX IPUINJINU K BbIBOAY, UYTO NONYJALMUNW TPUIICOB KOHTPOJIUPYIOTCA B
MEpBYIO oyepeab HE 3aBUCAIIUMU OT IIJNIOTHOCTU KINMATUYECCKUMU

Tabauya 5.3. TnOeap poid, MoclenoBaBIIAs TOCIE BHE3AMHOIO
HACTYIICHUS CYPOBOM, XOJOZHOW NOTOMbI
B npudpexnsix Bogax Texacckoro 3amusa B 1940 r.,
WITIOCTPHpYIOmas JeiicTene (akropa,
He 3aBHCANIET0 OT MJIOTHOCTH

Kommepueckuit yioB
Coxpatenye
MectHocTb 0 Hocte YJll(gB%l, H%
Mararopzia 16919 1 089 93,6
Apansac 55224 2552 95,4
Jlaryna Manpe 2016 149 92,6

" U3 Odum, 1959, mo Gunter.
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daktopamu. Omnako Cwmutr (Smith, 1961), mepecMOTpeB HUX pe3ylib-
TaTbl, OOHAPYXUJ 3HAUUTEJbHOE BIMSHUE MJIOTHOCTU, MPOSBIsIOUICHiCS
Npu BBICOKMX 3HAYeHUSAX mocieaHeit. OH mokasaj, 4YTO MeXIy H3Me-
HECHUCM MNOoNnyjasdauunm MU €€ YUCJICHHOCTbBIO CYHICCTBYET YCTKO BbIPAXCH-
Hasi oOpaTHass 3aBUCUMOCTb, SIBHO YKa3blBalollasi Ha OedcTBUE (aKTO-
pOB, CBSI3aHHBIX C IUIOTHOCTbIO. CMUT NMPOAEMOHCTPUPOBAI Takxke, 4TO
OUCHepCcUusi YUCIEHHOCTU pa3HbIX MOMNYJSUUU OBICTPO COKpallaeTcs K
KOHIly BECEHHEero Iepuoia MNONyJsiLMOHHOTOo pocta. OOHapyXeHHbIE
CMUTOM CBA3U MNoATBEPANJIMCE U NPpU IIOACYETEC IMapUMUMaAJTbHBIX KOSCI)-
(GULIMEHTOB KOppeasuuu, T. €. NMPU YCIOBUM IMOCTOSIHCTBA KJIMMaTU4YE-
CKUX TIepeMEHHBIX, KOTOpble, KakK cuyuTanu J3BUACOH U AHIApeBapra,
UMEIOT CTOJb BaXHoe 3HaueHue. [IpuBeneHHBIH NMpuMep MIIOCTPUPYET
0OJIbIIME CIOXHOCTU, C KOTOPBIMM YacCTO CTaJKMBAIOTCSI 3KOJIOTU, IbI-
TasgCb OTJIHWYUTHL NPUYUHY OT CICACTBUAI. B HacTtodlee BpEMA HE IIPpU-
XO0OAUTCA COMHEBATHCA B CYIECTBOBAHUU 3aBUCAIIMUX U HEC 3aBUCALIUX
OT IIJIOTHOCTHU CbaKTODOB, OJHAaKO HUX OTHOCUTECIbHOEC 3HAUYEHUEC MOXKET
U3MCHATHCA Ha MHOIO INOPAAKOB B PA3JIMYHBIX MONYJIALOUAX HUJIU HaXE
B Ipeaejax OAHOW MOMYyJSUMU AT pa3HbIX MOMeHTOB ee pocTta (Horn,
1968a; McLaren, 1971).

ONMOPTYHUCTUYECKUE U PABHOBECHBIE ITONIYJIALINUN

[lepuoauueckue HapylieHUs Cpeabl, Takue, KakK IT0Xapbl, HaBOI-
HEHUsI, yparaHbl U 3acyXu, 4YacTO IPUBOAST K KaTacTpoduuyeckoii, He
3aBUCSIIEA OT IUIOTHOCTM  CMEPTHOCTM, BHE3allHO  COKpalllalollei
IUIOTHOCTh MOMYJSUMU IO YPOBHS, 3HAYMTEJIbHO 0Oo0jJiee HM3KOro, 4eM
MaKCUMaJbHbIA YPOBEHb, XapaKTePHBIM AJSI KOHKPETHOIO MECTOOOHU-
TaHusd. [lonyasiuuu OOHOJETHUX PACTEHUN M HACEKOMBIX OOBIYHO OBICT-
pO pacTyT BECHOW M JIETOM, a C HACTyMJeHWEeM XOJOIHOW MOroabl HX
YUCIEHHOCTb CUJbHO cokpamiaetrcs. I[locKonbKy MOMyasiiuMu, TOABEP-
K€HHbIE MOMAOOHBIM BO3AEUCTBUSAM, AT B IpOILECCE CBOEro pocTa
peryjasipHbie WIM ciaydyaliHble Bcruiecku (puc. 5.14), oHM Ha3bIBAMOTCS
onnopmyHucmu4eckumu. B TIpOTUBOIOJOXHOCTb 3TOMY ApPYTruMe, TakK Ha-
3bIBa€Mbl€ pagHosecHvle TOMYASLMU (CBOMCTBEHHbIE  MHOTUM IIO3BO-
HOYHBIM) OOBIYHO HAXOASTCS B COCTOSIHUM, OJU3KOM K COCTOSIHUIO
paBHOBECHSI CO CBOMMM pecypcaMu, M UX IJIOTHOCTM ropaszngo Oosee
yCTOWYMBHI (IIPU YCJIOBUM, YTO KOJHUYECTBAa PECYpCOB HE MEHSIIOTCH).
O4yeBUIHO, YTO JABa BBbIAEJEHHBIX TUIIAa MNPEACTABISAIOT COOON TOJBKO
KpallHMEe TOYKU KOHTUHYYMa, OMHAKO MPU CPaBHEHUU Pa3HbIX MOMYJIs-
Uuii momgoOHOe pa3aejieHMEe 4YacTO OKa3bIBaeTCs IOJIE3HBIM. 3HauyeHue
NPOTHBOIMOCTABJECHUSI ONMMNOPTYHUCTUUYECKUX IMOMYISLUNA paBHOBECHBIM
3aKjloyaeTcsa B TOM, UTO AEHCTBYIOLIME Ha HUX HE 3aBUCSIIME U 3a-
BUCSIIIME OT IJOTHOCTU (aKTOphl, TaK XXe KaK coBepllalouiuecs Ipu
9TOM pa3juyHbie COOBITUS, ITO-Pa3HOMY  BJIUSIIOT Ha €CTECTBEHHBIM
orbop M Ha camMu monyasiuMu. MaccoBass kaTacTpoduyeckass CcMepT-
HOCTb, IIpOUCXOAs1lasi B Ype3BblYaMHO U3BMEHUYUBOW UJIM Hempelackasye-
MO#l cpene (HampuMmep, B ciydae, HpuBeIeHHOM B Tabiy. 5.3), mo Bcel
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Bpemsa

Puc. 5.14. Poct momnyasiuMu y paBHOBeCHBIX (7) M ONMOpPTYHUCTUYeCKUX (1) BUIOB,
MOIBEPXKEHHBIX HEPEryJsipHOil KaTacTpodUUeCKOil CMEPTHOCTH.

BEpPOSITHOCTHU, ciabo BAMSET HAa COOTHOLIEHWE TeHOTUIOB U (DEHOTUIIOB,
XOTSl Ha TpuMepe 3UMHEN Trubenu B cTasix HEKOTOPBIX BUAOB MTHUIL
MPOJAEMOHCTPUPOBaHA OIMNpeNeSeHHass CEeJeKTUBHOCTb OBJIMMHUHAUUU U
Hanuyue ctabuiusupymoilero ordopa. B mnpoTuBomosioXHOM ciiyyae,
KoTJa oKkpyxXarouas cpena Oojee cTabuibHa WJM Tpeackadyema, IJIOT-
HOCTU TIOMYyJASUMU KOJEeONI0TCS MEHblle, a CMEPTHOCTb HOCHUT, Kak
npaBuio, Oojiee HalNpaBJEeHHBIM XapakKTep, CIOCOOCTBYSI COXpPaHEHUIO
TeX oco0eil, KOTopble JIyullle BBIXKMBAIOT B YCJIOBUSAX BBICOKOW TJIOTHO-
CTU M HaNpsiXEeHHOW KOHKypeHUUU. OpraHusmbl, XHUBYI[ME B YCJIOBUSX
CUJIbHO pa3pexXeHHOUW cpeabl, pPeAKO YMEHbINAT KOJUYECTBO CBOUX
pecypcoB 10 YpPOBHS, CTOJIb X€ HHU3KOro, Kak XUBYILIMEe B Oojiee CKY-
YEHHBIX YCJIOBUSAX, M BCJEACTBUE BTOTO OOBIYHO HE CTAJKMUBAIOTCH C
MHTEHCUBHOW KOHKYpPEHIMEMH.

B «kKOHKypeHTHOM Bakyyme» (UJIU B CUJBHO pa3pexXeHHOU cpene)
Hauyyllieid penpoAyKTUBHOW cTapTerueil cieayeT CUMTaTb MaKCUMalb-
HBIl BKJIAJl BeLIeCTBA M 3HEPrud B pPa3MHOXEHHE C LeJbl0 TNPOAYLU-
poBaTh KaK MOXHO O0o0Jibllie MOTOMKOB B caMble KOPOTKHE CpPOKH.
ITockonbKYy KOHKYpPEHIIMS MPU 3TOM HEBEJMKa, MOTOMKU MOTYT BBIXUTH,
naxe ecIM OHU HMMEIOT O4YeHb Majible pa3Mepbl U C DHEPreTUYeCcKOu
TOYKU 3peHUus «Hemgoporum». OmHaAKO B HAaCHIIIEHHOW cpeae oOUTaHUS,
rie 3aMeTHO TNposBASOTCS 3(pGdeKTh MIOTHOCTU, a KOHKYPEHLUS OCT-
pa, ONTUMallbHOW cTparerueid OyneT pacxomoBaHWe OOJIbLIETO KOJU-
YyecTBa 3HEPTUM Ha MpPEoJoJieHUe KOHKYPEHILIMU, Ha TOBBbIIIEHUE cOOCT-
BEHHOUW BBIXMBAEMOCTM W Ha MpOAyUMpPOBaHUE Oojee KOHKYPEHTOCHO-
COOHBIX MOTOMKOB. [Ipu momoOHO¥ cTpaTeruu jaydile MMETb KPYMHBIX
MOTOMKOB, a MOCKOJIbKY DHEPreTUYeCcKu OHM JOPOXKEe, UX MOXET ObITh
MPOU3BENEHO MEHbIIIE.

Max-Aptyp u Yuicon (MacArthur, Wilson, 1967) HasBaau 3Tu
IBa TIPOTUBOIIOJIOXHBIX THUIIa OTOOpa r-orbopoMm u K-0TOOPOM B COOT-

Tabauya 5.4. HexkoTopble xapakTepuble mpusHaku r- u K-otopa'
1-0160p K-otbop
Knumar W3meHuuBblil 1 (unu) Hempeacka- BecbMa — MOCTOSHHBIA M (Mn)
3yeMblii; HeoTpeneIeHHbIi npenckasyemblif; 0Oonee  ompe-
IeNeHHbII
CMepTHOCTh O6buHO  KatacTpoduyeckast, He- bomee  HampaBieHHas, 3aBHCA-
HampaBieHHast, He 3aBuUcAllasd  1as OT IUIOTHOCTH
OT TJIOTHOCTH
Kpusas  Bbixu- O6byHO THma III O6byno tuma I u II
BaHUS

Pasmep momyns-
107071

N3MeHUMBEIA BO BpeMeHH, HepaB-

HOBGCHbIﬁ; 00BIYHO 3HAYUTENb-
HO HHUXCE Hpeneanoﬁ CMKOCTH
Cpeabl, COOO0ILIECTBA WIIM UX Ya-
CTAU HE€ HACBILICHBI, 3KOJOTHYC-
CKUI BAKYYM; €XETOIHOC 3ace-
JICHUEC

HOBOJH)HO MOCTOSIHHBIM  BO Bpe-

MEHHU; DPaBHOBECHBIN, OJM3KMii
K TpeleqbHON EMKOCTH CpelIbl;
HaCHIIIEHHBIE COOOIIECTBA; II0-
BTOPHBIE 3aCENeHUS HE SIBIS-
I0TCSI HEOOXOIMMBIMU

Buytpu- u mex-
BUIOBAs KOH-

N3menumBag, yacto ciabas

OOBIYHO OCTpast

KypeHIHs
Ot160p onmaro- 1. BeicTpoMy pa3BuTHIO 1. Bonee MemWIEHHOMY Da3BUTUIO
OPUATCTBYET 2. BEHICOKOM MaKCHMMambHOM CKO- 2. Bonbmoil  KOHKYpPEHTOCIOCOO-
POCTHU YBEJIMUEHUS MOMYNSALMHU, HOCTH
T 3. bonee mo3mHeMy pa3MHOXe-
3. PiHHeMY pasMHOXEHHIO HHUIO
4. HeGompuromy pasmepy Tena 4. bomee kpymHOMY pasmepy Te-
5. EnvHCTBEHHOMY B TEYeHHE na
JKU3HM aKTy Pa3MHOXEHUS 5. TloBropsiommmcs B TEYCHME
6. Bonbuiomy 4YMCITy MENKHX TI0- KM3HM aKTaM pasMHOXEHUS
TOMKOB 6. MeHbuieMy uuciay Gomee Kpyr-
HBIX TIOTOMKOB
[Mponomxurens-  Kopotkas, oGb4HO MeHee OmHO- Jlonras, OOBIYHO Gojee OIHOTO

HOCTb XU3HU ro roma roaa

[puBomut x: [IponykTuBHOCTH SddexTuBHOCTH

Cramum  cykuec- PaHHue [To3mHue, KMMMaKCHbIE
cun

" Pianka, 1970.
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BETCTBUU C NBYMsI apaMeTpaMu JIOTUCTAYECKOro ypaBHeHusi. KoHeuHo,
MUp HE OKpallleH TOJbKO B 4epHOE W Oejoe, a KpaliHuMe BapMaHThI, Kak
NMpaBU0, CBSI3aHbl LeJoi ramMMmoi mepexomoB. Hu omuH U3 BUIOB He
MOABEPXKEH TOJAbKO F- WIM TOJbKO K-0TOOpY; KaXABl BUA MOJXEH
JOCTUTHYTb OTIPEAEJICHHOTO KOMIIPOMHUCCA MEXIYy NOBYMSI KpalHUMU
BapuaHTaMu. B camom jene, o KaXaoM KOHKPETHOM OpraHHU3Me MOX-
HO TOBOPUTb KaK O «r-cTpaTere» Miau «K-cTparere» TOJbKO TMPU CpaB-
HEHWU C IPYTMMU OpTaHU3MaMHU, U TO3TOMY BCE YTBEPXIEHUS O ABYX
BBIJCJICHHBIX THUIAaX OTOOpa HOCIT OTHOCUTENbHBIN xapakTep. OOBIYHO
Mbl CyIUM O KOHTHMHYyMe r—K-oTOOpa B NMPMUJIOXEHUUM K KOHKPETHBIM
BUJIaM B KOHKPETHOM MECTOOOMTAaHUM U B ONpPEACTCHHBII MOMEHT
Bpemenu (Pianka, 1970, 1972; cM. Huxe c. 71-76). B r1abn. 54
nepevyuciied psiji XapaKTepHbIX MPU3HAKOB r- U K-otbopa.

UpesBbluaiilHO MHTEPECHBI MPUMEP OMMOPTYHUCTUUYECKUX BUJOB —
Tak Ha3biBaeMblie npexodsujue (fugitive) BUABI, KOTOpBIE XapaKTepu-
3yI0TCA €Jab0oil KOHKYPEHTOCIOCOOHOCTBIO M BCEerga MCKJIIYAlTCS B
pe3yabTaTe MEXBUIOBOU KOHKYPEHIIMU, HO MPOJOJXKAIOT CYIIECTBOBATh
KaKk BHUIbI Ojarogaps cBoeil 4pe3BbIYalHO pPa3BUTON  CIIOCOOHOCTU K
pacnpoCcTpaHEHHUIO U 3aCeeHUI0 HEJaBHO HApYyIIEHHBIX MECTOOOUTAHU U
(Hutchinson, 1951).

B mocTosHHO U3MEHSIOIIEMCS <«ISITHUCTOM» MECTOOOMTAaHUU TaKol
BUI, 00JaJalolIMii MOBBIIIEHHON CIOCOOHOCTBIO K PAacCEICHUI0, MOXET
BBIXUTh, HECMOTpPsI Ha JAaBJEHUE CO CTOPOHBI 00jiee CUJIbHBIX KOHKY-
pentoB. XatumHcoH (Hutchinson, 1961) mnpuBOAMT elie OAMH apry-
MEHT, OOBSCHSIOUIUN H3BECTHBIN «IJaHKTOHHBIN MapagoKc», WMIU CO-
CyIlECTBOBAHME MHOTMX BMJIOB TMJAHKTOHHBIX BOAOPOCHE B OTHOCH-
TEJIbHO TOMOTE€HHOW (u3nMyeckoil cpeae MpU OrpaHUYEHHBIX BO3MOX-
HOCTSX 3KoJoruyeckoir wusonsiumu. OH Tojaraer, 4To BpPEMEHHBbIE W3-
MEHEHHUSI CpeAbl MOTYT CMOCOOCTBOBaTh MEPUOJUYECKOMY  TEpexXony
KOHKYPEHTHOTO MPEUMYIIECTBA OT OJHOTO BMUJAA K APYrOoMY.

NONYJAAIMOHHBIE «IUKJIbI»: IPUYUHBI U CIAEJCTBUA

DKOJI0TOB JaBHO WHTEpecoBaja MOpa3uTeSbHAs PEryaspHOCTh KO-
Jie0aHU U YUCIEHHOCTU TMOMYJSIIIMU HEKOTOPHIX BUIOB, HAPUMEDP TaKUX,
KaK aMepMKaHCKUU 3asi-0ensK, KaHalackKas pbiCb, BOPOTHUYKOBBIN
psSI0UMK, MHOTUE MBIIIEBUAHBIE TPHI3YHBI (MOJEBKY, JEMMUHIU), a TaK-
XKe UX XUIIHUKKA — mecely u Oenas cosa (Keith, 1963; Elton, 1942).
DT KojebaHUsI YUCIEHHOCTU (Ha3biBaeMble WHOTHA <«I[MKJIaMU») OblI-
BalOT JIBYX TUIOB: Y IMOJEBOK, JEMMMHTOB U WX XUI[HUKOB — MPUMEPHO
4-roguyHbBIe, a y 3aiila, peicM U psI0OUYMKa — nmpuMepHo 10-roguyHbIe.
Benbliiky YUCAEHHOCTU JEMMUHIOB U MX CTPaHHBIE, XOTS U PEAKO
clyyaolnuecs, CaMOyOMIMCTBEHHBIE MUTpPAlMKM B MOpPE HEOMHOKPATHO
OMUCHIBAIUCH B MOMYJSIPHOU JTUTEPAType U XOPOIIO M3BECTHHI IIMPOKOMN
nyoJaukKe.

Huknuyeckue KojaeOaHUS YUCICHHOCTU, MPOUCXOASIIME C IOpas3u-
TEJbHOU PETYJSIPHOCTbIO, MPEACTABISIOT AJSI 3KOJOTOB MHOT0oobelnan-
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UIUA «IIPUPOAHBIA 3KCIEPUMEHT», KOTOPBIA MOXET BHECTU HEKOTOPYIO
SICHOCTb OTHOCUTEJIbHO MPUPOIbl (haKTOPOB, BO3ACUCTBYIOIIMX HA TUIOT-
HOCTb monyisiiuu. st oObsSICHEHUS MOMYJSIIIMOHHBIX UUKJIOB OBLIO
MPEeAJI0XXEHO MHOTO Pa3JMYHBIX TUIOTE3, KOTOPHIM MOCBsIIEHa OOUIUp-
Hasl 1uTepatypa (CM. CChUIKM B KOHIE TJaBbl). B maHHOM ciydae, Kak
U B OOJBIIMHCTBE IPYIUX, M3y4aeMbIX 3KOJOrueil, KpaiiHe TpyAHO
UM JlaXe HEBO3MOXHO pa3paboTaTh TECThl, MO3BOJSIONIME OTACIUTH
NPUYUHY OT CJIENCTBUSI, © MHOTUE TpeIrojaraeMble MIPUUYUHB Kojeba-
HUU MOTYT OBITh MPOCTO MOOOYHBIMU 3(hdeKTaMU HUKIUYECKUX U3ME-
HEHUl u3ydyaeMmbix monyiasuuii. Huxe u3naraercs HeckKoibKo Haubolee
NPU3HAHHBIX B HACTOsIIEe BpeMsl TUMOTE3, KOTOpPbIE OTHIOAb HE 00s1-
3aTeJIbHO SIBJSIOTCS B3aMMOUCKIoYawmuMu. OnucaHue U obCyxkaeHue
JIPYTUX TUIMOTE3, CBI3bIBAIOLIMX LUKINYECKUE KOJIeOAHUS YUCIEHHOCTHU
¢ nsatHamMu Ha CojiHIle WU OOBSCHSIOUIMX WX YMCTOU CIy4alHOCTbHIO,
MOXHO HailTu B mpuBeAeHHOU nuTeparype. CieayeT NMOMHUThb, UYTO B
KaXnoil KOHKPETHOU cUTyalluu MOTYT NelCTBOBaTh ABa U OoJiee Mpen-
nojlaraeMblX MeXaHU3Ma.

T'unote3a crtpecca. Ilpu KkpaliHe BBICOKHMX 3HAYEHUSIX TIJIOTHOCTH,
KOTOpble HaOJI0AAIOTCS Ha MUKAX YUCIEHHOCTH, y MOJEBOK MEXIY
0CO0SIMU YacToO BO3HUKAIOT Jpaku. Y XUBOTHBIX MOSIBIASIOTCS MpPHU3HA-
KU TaK Ha3blBAEMOTO CTpPECC-CUHIpPOMA, YBEJIUYMBAECTCS OTHOCUTEIbHBIN
BEC HAJAMOYEYHMKOB, a CaMM XUBOTHBIE CTaHOBSITCSI HACTOJbKO arpec-
CUBHBIMU, YTO HOpPMaJibHOE Pa3MHOXEHUE MOYTU IMOJHOCThIO MpeKpa-
maetrcs. Bo3Hukalmas B KOHIIE KOHILOB «IIOKOBas 00JIE3Hb» MOXET
NPUBECTU K TUOeaM OOJBIIOTO YMCIa XUBOTHBIX BCIEACTBUE (PU3UOJIO-
ruyeckoro crtpecca. O030p MaHHBIX B TOJb3y 3TOW TUMOTE3bl, cHelaH
Kpuctuanom u Jlesucom (Christian, Davis, 1964).

l'unote3za KoneOaHUU «XUIMHUK — XepTBa». B MPOCTBIX 3KOJOTU-
YeCKMX CHUCTEMaX YMCJIEHHOCTH MOMYJSUMNA XUIIHUKA U XEPTBHI TMOMI-
BEPXEHBI PeTyNsipHbBIM KojiebaHusiM. TIpu HU3KOI MIOTHOCTU XMIIHUKA
YUCJIEHHOCTh XEPTBBl PAacTET, YTO B CBOIO OYepelb MPUBOIUT K YBEJIU-
YEHUI0 YUCJIEHHOCTU XUIIHUKA, XOTS MPOUCXOAUT 3TO C HEKOTOPBIM
3amasibiBaHueM. B KOHEYHOM cueTe XMIIHMK BbIeIaeT CBOIO XEPTBY,
YUCJIEHHOCTh KOTOPOW HAaYMHAET CHMUXATbCS, HO B pe3yJbTaTe HEKO-
TOPOro 3ama3iblBaHUSI MOMYJSLUS XUIIHUKA B TEUYEHUE KaKOTO-TO
BpPEMEHU MPOJAOJXAaeT BO3pacTaTh, BbI3bIBasl e€lle OOJIbIlIee CHUXEHUE
YUCJIEHHOCTU XepTBbl. [IpM HU3KOW TMIOTHOCTU XKEPTBbI MHOTUE XMIII-
HUKU YMUPAOT OT rojioga U Bechb LUK MOBTOpsieTcss cHoBa. OmHako
NOMYJNSALMS XEPTBbI, UCIBITHIBAIOLIAS KOJEOaHUS YUCIEHHOCTH MO Ka-
KUM-JIMOO APYTUM MpPUYMHAM, HE CBSI3aHHBIM C BO3JIEUCTBUEM XUIIHU-
Ka, caMa Mo cebe, O4YEBMIHO, MpPEACTABIsIET KOJeOJIIuiics 3amac
MUK OIS XUIIHUKA, YUCIEHHOCTh KOTOPOTO OYyIeT ¢ HEKOTOpoil Bpe-
MEHHOW 3aJepXKoW coBepumiaTh KojeOaHUsS Bcieln 3a KojaebaHUsSIMU
YUCJEHHOCTU CBOEi XepTBbl. [IpM OTCYTCTBUU 3KCIEPUMEHTOB MO U3b-
SITUI0O XMIIHUKA UCKJIIOYUTEJbHO TPYIHO OMPENETUTh, CBI3aHbI JIU MpPU-
YUHHOU 3aBUCUMOCTbIO KOJeOaHUsI MOMYJISIIIUI XePTBbl C U3MEHEHUSIMU
MOMYJASMMA XUIITHHAKA.



