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OBHIASA XAPAKTEPUCTUKA PABOTbBI

AKTyanabHocTh nmpoodJembl. JXKXyxenuier (Carabidae) nmpeacrasistior ogHO U3 KpyI-
HEHIIUX CeMEMCTB KOJIEONTEPOUIHBIX HACEKOMBIX, 00bEIMHAIONIEE, 110 MTOCIEHUM OLIEHKAM,
okono 32,5 Teicsa BuaoB (Lorenz, 2005), Gosee 15 ThICAY M3 KOTOPBIX PacHpOCTPaHEHHI B
[Maneapkruke (Lobl, Smetana eds., 2003).

O6nanasi BHICOKOW YHCIEHHOCTHIO U OOJBIINM BUAOBBIM Pa3HOOOPA3UEM, KYKEIULIBI
UTPAIOT BKHYIO POJIb B CIIOKEHUH U (DYHKIIMOHUPOBAHUH COOOIIECTB MMOYBEHHBIX OECIO3BO-
HOYHBIX OONBIIMHCTBA Ha3eMHBIX 3kocucteMm (Thiele, 1977; Kpsokanosckuii, 2002). Kax
UMaro, TaKk M JIMYMHKHA OOJIBIIMHCTBA U3 HUX SBJIAIOTCS MHOTOSITHBIMU XUITHUKAMH, PEryn-
PYIOLIMMHU YHCICHHOCTh PA3IMYHbBIX OECIIO3BOHOYHBIX JKMBOTHBIX. YacTh BUIOB CO CMEIIaH-
HBIM THUIIOM IHUTaHUS, a TAK)Ke HEMHOTOYHCIICHHBIE B ceMeiicTBe GpuTOodaru criocoOHbI cepb-
€3HO BpPeIUTh Ha IMOCEBAX CEIbCKOXO3AUCTBCHHBIX KYIbTYp (ApabamkueB u ap., 1953; Kps-
xeBa, 1984). SABnssicb 0OBIYHBIM KOMIOHEHTOM MOYBEHHOMN OMOTBHI, JKY>KEJIULBI YyTKO pearu-
PYIOT Ha U3MEHEHHUE YCIOBUI Cpefibl, UTO MO3BOJISET UCIOIB30BaTh UX B KAUE€CTBE MOJIEIbHO-
uHMKanmonHou rpymmsl (Lovei, 2008; Koivula, 2011). Bc€ aTo mpeanonaraer 3HaHHE 0CO-
6enHocTel sxkosioruu U ouostoruu Carabidae u, B epByto oyepe/ib, UX KU3HEHHBIX IIHKIIOB.

W3yuenne >XU3HEHHBIX IUKIOB BAXHO C OOMIEOMOIOTMYECKOW TOYKH 3pEHHS, IO-
CKOJIbKY 3aTparuBaeT MHOKECTBO aCHEKTOB: MOP(OIOTUYECKUH, OTpa)karoluil MOBTOpsie-
MOCTh MOpQorenesa Buaa; Mop(ho-3KOIOTUIECKHA, WITFOCTPUPYIONINI CMEHY B OHTOTEHE3e
JKU3HEHHBIX (QopM; (PU3HOTOTHUECKHM, XapaKTepU3yIOIUNH HUKINYHOCTh U CHHXPOHHOCTD
(GU3NOTOTHUECKUX U OMOXUMHUYECKUX MPOIECCOB; SKOJIOTUYECKUNA, OTPAXKAIOIIUI MPOCTPaH-
CTBEHHO-BPEMEHHBIE OCOOCHHOCTH pPeaTu3allii >KU3HEHHBIX IMKJIOB; ABOJIOLMOHHBIN, Xa-
PaKTepU3YIOINI BO3MOXKHBIE UCTOPUYECKHE HAPABJICHUS B (JOPMHUPOBAHUH LIUKIIOB Pa3BU-
tus (Ilaposa, 1981; Ceemrnukos, 1982).

AHanmm3 BapHaHTOB PEaTM3ally KU3HEHHBIX IIUKJIOB B KOHKPETHBIX YCIOBHUSAX CPEIIbI
BaXCH JUISI MOHMUMAHMS KaK CTPYKTYPbl M JUHAMHKHU MOMYJISIUN OTAENbHBIX BUAOB, TaK U
0COOCHHOCTEH (YyHKIIMOHUPOBAaHUS coodmiecTBa B meiaoM. OcoOeHHOCTH TeorpaduuecKor u
OMOTONMMYECKON M3MEHYMBOCTU PAa3BUTHUS 0COOCH U PEMPOAYKTUBHOTO MOTEHIMANA MOMYJIs-
WA MOTYT OBITh UCIIOJIb30BAaHbI B OMOWHIUKAITUU COCTOSIHUS TTOUYBEHHOM O6MOTHI (CTpUraHo-
Ba, [lopsauna, 2005; ITokapkeBckuit u ap., 2007), npu olleHKE MEPCIEKTUB KOJIOHU3ALUU
nHOHEepHbIX coobmect (den Boer, 1977) u pekonoHu3auu HapylieHHbIX Tepputopuii (by-
uios, 2002; Schwerk, Szyszko, 2011), mis nporHO3UPOBaHUS AMHAMUKN YACIICHHOCTH Mac-
COBBIX, B TOM YHCJIE XO35HCTBEHHO 3HAYMMBIX, BHJIOB.

Hakoner, BceCTOpOHHUN aHaMM3 *U3HEHHBIX ITUKIOB TMO3BOJISET BHIIBUTH BapUAHTHI
UX TapaJIebHOTO PAa3BUTHUS M MCIIOJB30BaTh B KAYECTBE OJHOTO M3 KPUTEPHUEB MPU 0OCYK-
JICHUU BO3MOJKHBIX MYyTEH SBOJIOIMH TAKCOHOMHUYECKHX IpyIN pasHoro panra (Brandmayr,
1977; Brandmayr, Zetto Brandmayr, 1979; Paarmann, 1979; Illapora, 1981; Hurka, 1986;
Maranu, 1998 6, 2007 6; Makapos, 1989; Sota, Ishikawa, 2004; Matalin, 2007, 2008).

[Tonapnstoiee OONBIIMHCTBO MCCIEAOBaHUN Oa3zupyeTcss Ha KiacCU(UKAIMU THUIIOB
paszButus Carabidae (Larsson, 1939). Oxqnako e kpaiiHsis (popMann30BaHHOCTh U OJJHO3HAY-
HOCTB, KOTJ]a BUJI XapaKTePHU3yeTCs TOIBKO OJHUM THUIIOM JKU3HEHHOTO IWKJIA, HE TI03BOJISIET
a/IeKBaTHO OIICHUTH €r0 U3MEHYMBOCTh. HecMOTps Ha TO, YTO BapuabenbHOCTh KaK OHTOTCHE-
3a, TaK M KU3HEHHBIX IIMKIIOB B IIEJIOM oTMedanach y Carabidae moBoibHO 9acTo, 3TO HE Ha-
IIJIO OTPaXXEHUsSI HU B OJJHOM U3 nocneayromux kinaccudukanuii (LLaposa, dymenkos, 1979;
Hurka, 1986; Drioli, 1987; Brandmayr, Zetto Brandmayr, 1986; Purvis, Fadl, 1996). Akuen-
Tl Ha XapakTep pPaclpoCTpaHEHUs OTIENbHBIX BUJOB M MX YHCIEHHOCTh, OLICHUBAEMYIO Ye-
pe3 ToKa3arenu TUHAMHYECKON TUIOTHOCTH, a TaKKe MPearoYnTaeMble BUIOM MeCTOOOMTa-
uus (Hanski, 1982; den Boer, den Boer-Daanje, 1990) ue peratot npo0sieMbl. Y CTaHOBIIEHO,
YTO OMOTOMBI, B KOTOPBIX TOT WJIM HMHOM BHUJ JOCTHTAET BBICOKOH YHCICHHOCTH, JAJIEKO HE
BCErJia SBJISIOTCA JUTSl HETO JKWIbIMH. be3 pa3zienenus océnoro HaceleHUsl 1 MUTPAHTOB He-
BO3MOYXHO TOBOPUTH HH O OMOTOIMYECKUX MPEIMOYTCHUSX OTACTBHBIX BUIOB, HU O CTPYKTY-
pe coobmiectBa B 1ieniom (Makapos, Maranus, 2009; Matalin, Makarov, 2011).



OcHoBaHuEeM Jis TOCTAHOBKH HACTOSIIET0 MCCIIEOBAHUS MOCIYKHIJIa OUeBUIHAS He-
00XO0AMMOCTh BCECTOPOHHETO 00OOIIEHUS 0 TCOPHH XKHU3HCHHBIX IMKI0B Carabidae ¢ yué-
TOM CBEJICHUM, HAKOTUICHHBIX 3a mociennue 70 net. JlanHas paboTa SBISETCS pe3yIbTaToOM
30-71eTHUX TMOJNEBBIX CTAIMOHAPHBIX, MAPIIPYTHO-IKCIIEAUITHOHHBIX U J1a00OPaTOPHBIX UCCIIe-
JIOBAaHUH, a TaKKe aHAIN3a MHOTOUYHCIECHHBIX JINTEPATyPHBIX UCTOUHUKOB, KACAIOIINXCS 0CO-
OCHHOCTEW pealu3alud JKU3HCHHBIX IMKJIOB O KYXEIHI] B Pa3JIMYHBIX IPUPOJIHO-
KJIMMaTHYeCKUX 30HaX 3ananHoi [laneapkTuxu.

Heap ucciaenoBanms. TUIIOIOrHS W DBOIOLMS KM3HEHHBIX nukioB Carabidae 3a-
nagHoi [laneapkruku.

3agauu ucciaea0BaHusl.

1.

BripaboTath KOMILJIEKC KPUTEPUEB, OTPAXKAIOIIMUX OCHOBHBIE IapaMeTpbl pa3BU-
THS BHJA, Ul CO3JaHHMs HOBOM THIIOJIOTMM >XKM3HEHHBIX 1uKiaoB Carabidae, mo-
3BOJISFOLIEN IIPOBOJUTD UX PEKOHCTPYKLHUIO HA YPOBHE JIOKAJIBHBIX ITOIYJIALMM.
OHGHI/ITB Ipeaciibl BApbUPOBAHUA ) KU3HCHHBIX IUKIIOB XXYXKCJIUI B YCIOBUAX CC-
30HHOI'O KJIMMara.

KOHerTI/ISI/IpOBaTB IIOHATHUC ‘HOJ’II/IBapI/IaHTHOCTB’ KHU3HCHHOTI'O IMKJIa U OOCHUTDH
30HAJIBHBIC TPCHABI, OTPAKAOIMINEC U3MCHCHUA BAPUATHUBHOCTH XKU3HCHHBIX IUK-
soB y Carabidae.

. BeIIBUTE MeXaHU3MEBI CHUHXPOHHU3AIUH, O6€CH€‘~II/IB8.IOHII/IC CTaOMIILHOCTh JKH3-

HeHHbIX 1uKII0B Carabidae, u oleHUTh UX alalNTUBHYIO POJIb.

W3y4nTh BapHaHTHI MPOJOHTHPOBAHHOIO Pa3BUTHSA Y KyXKeluIl 3amaanoi Ilae-
ApKTHKH, BBISBUTH PENPOJYKTUBHBIE PUTMBI, JIEXKAIIHE B MX OCHOBE U OOCYAUTH
BO3MOJKHBIE IIyTH BOSHUKHOBEHHS MHOTOJIETHUX JKH3HEHHBIX IIUKJIOB B YCIOBHUSX
YMEPEHHOM 30HBI.

Paspaborars 1 anpoOHpOBaTh aJrOPUTM aHAINW3a CTPYKTYphl coobimects Carabi-
dae, oCHOBaHHBINM Ha JaHHBIX O JEMOrPa(GUUIECKOM COCTABE JOKAIBHBIX MOIYJIs-
1007078

OcHOBHbBIE MOJOKCHH S, BLIHOCUMBbIE€ HA 3aIIIUTY.

1.

OpuruHaibHasE TUIOJIOTHS )KU3HeHHBIX 1MKI0B Carabidae 3anannoii [TaneapkTu-
K{, OCHOBAaHHAs Ha COYETAHWUHU 5 KPUTEPUEB, OTPAKAIOMINX JITHTEIEHOCTD, BOIb-
TUHHOCTh, CTAOMJIBHOCTh BOCIPOU3BEICHUS, CE30HHOCTh M TOBTOPSIEMOCTH pe-
HPOTYKIIUH.

Peanmuzanms ku3HeHHbIX 1MKI0B Carabidae B CIIOXKHOM MPOCTPaHCTBEHHO-
BPEMEHHOM KOHTHHYYME ONpeAeIsIeT CXOIHBIH XapakTep HMX TpaHChOpMaIui
IpU U3MEHEHUH 30HANIbHBIX, CTAMAIBHBIX U CE30HHBIX YCJIOBHIA, YTO B 3HAYH-
TEIFHON CTETIEHU HUBEIMPYET MAaCIITaOHOCTH BBISIBIISIEMBIX TPEH/IOB U ITO3BOJISIET
OLICHHUTH MX HATPABJIICHHOCTh HAa YPOBHE JIOKAIbHBIX MOMYJISIIUH.
Purmonornyeckas moJMBapuaHTHOCTh OTPaXKaeT COCYIIECTBOBAHHE B MOITYJISIIMN
0co0eil ¢ pa3NIuYHBIMU CE30HHBIMH pUTMaMH: 0a30BOro M (OPMHUPYIOLIETOCS
‘de Nnovo’ B pe3ysbTaTe Auanay3upoBaHHs HA HeXapakTepHOH (eHodase win pas-
BUTHSI BTOPOM T'€HEpAllUH B CE30HE.

. CI/IHXpOHI/BaI_[I/I}I JKHN3HCHHBIX ITUKJIIOB Carabidae B ce3onHOM KiIMMarte oOecreun-

BAETCA NPOJOHTAMEN PA3BUTHS KAK NMPEUMAarMHalbHBIX, TAK U MUMarvHAJIBHON
(a3 npu HUBETUPYIOLIECH POIH JUANay3bl.

B ycnoBusix 3anaanoit [laneapkTuku MHOrojieTHee (IBYXTOJMYHOE) pa3BUTHE Y
Carabidae MHOTOKpaTHO M HE3aBUCHMO BO3HUKAJIO B PAa3IUYHBIX (PHUIETHUECKHX
JUHUSX Y BUJIOB, OTHOCSIIUXCS K pa3HBIM (PEHOJIOTHYECKUM TPYIIIaM.

. KoHnenuus ‘cmabunvrozo u nabunvrozo xomnonenmosg’ B coodiectBax Carabi-

dae, ocHOBaHHasi Ha BO3MOXKHOCTH / HEBOBMOXKHOCTH BOCIIPOHM3BOJICTBA B Mac-
mTadax JOKAJbHBIX MOMYJISIMNA, a HE Ha MOKa3aTeNsIX YUCIEHHOTO OOMIUS U Xa-
pakTepe pacnpoCTPAHEHUS OTIEIbHBIX BUOB.



Hayunas HoBu3Ha. PazpaboTaHa opurnHaIbHAs TUIOJIOTHUS KU3HEHHBIX ITUKIoB Ca-
rabidae 3amagnoii [TanmeapkTHKy, OCHOBaHHAs Ha MOHUMAHUHU JKM3HEHHOTO IHKJA KakK 3aKO-
HOMEPHOT'O COYETaHHUSI CE30HHOTO M PENPOJYKTUBHOTO PUTMOB, PETYISIPHO BOCIPOU3BOIS-
HIMXCA B KOHKPETHBIX JIaHTIIA(PTHO-OMOTONMUYECKUX U CE30HHO-KIMMATHYECKUX YCIOBHUSX.
Takol moaxo/1 OTpakaeT IUCKPETHOCTh U IEJIOCTHOCTh BU/IA, MO3BOJISISL POBOJAUTH PEKOHCT-
PYKIIHMIO )KU3HEHHOTO IMKJIa Ha YPOBHE JIOKAIbHBIX MOMYJSALUN, YTO KpalfHE BaXKHO JUISL KOP-
PEKTHOM MHTEPIPETALNN TAaHHBIX YKOJOTHYECKHX, F€0300JIOTHUECKUX U 300TeorpadudecKux
uccienoBanuii, B KotTopbix Carabidae yacto BeICTYAIOT B KAU€CTBE MOJICIbHOU TPYIIIIbI.

VYcTaHoBIEHO, YTO MPU M3MEHEHUU 30HAIBHBIX, CTAlIMAJIBHBIX U CE30HHBIX YCIOBUU
xapaktep TpaHchopmanuii KU3HEHHBIX IUKJIOB pa3HbiXx BHI0B Carabidae Bo MHOroM coBma-
JIA€T, YTO TO3BOJISIET OLICHUTh X HAIMIPABJICHHOCTh Ha YPOBHE JIOKAJIbHBIX TOMYISIUHI.

JlokazaHo, 4TO Hanu4ue CyONMOMYJISIMOHHBIX TPYIIHUPOBOK HE MOXKET paccMaTpu-
BaThCsl KaK CBU/ICTEIBCTBO MOJIMBAPMAHTHOIO XapakTepa Ku3HeHHoro mukia Carabidae, mo-
CKOJIbKY PUTMOJIOTUYECKAsl MOJIUBAPUAHTHOCTh OTPaKaeT COCYLICCTBOBAHHME B IMOMYJISIUU
0co0eil ¢ pa3NMYHBIMH CE30HHBIMH pUTMaMH. [IpennokeHo pa3nuyarh eapuabenbHoCcmb N
sapuamueHoCcmy KU3HEHHOTO 1MKIIA, MepBas U3 KOTOPBIX XapakTepu3yeT WU3MEHEHHUE mapa-
METPOB KU3HEHHOTO IIUKJIA B TIPE/Iesiax OMPeeIEHHOrO CE30HHOTO PUTMa, TOTJIa KaK BTOpas
OTpakaeT U3MEHEHHE CaMOr'0 CE30HHOTO PUTMA.

VYcTaHoOBIEHO 3HAYCHHUE MPOJIOHTAIMN PA3BUTHSI MPEUMAruHaIbHBIX U UMAaruHaIbHON
¢a3 mpu HUBETUPYIOICH PONU AUATay3bl B CHHXPOHHU3AUY )KU3HEHHBIX LIUKIIOB JKY>KEITHII.

JlokazaHo, 4To B yclIoBUAX 3anaaHoi [laneapkTuku nByxromudHoe passutue y Cara-
bidae MHOTOKpaTHO ¥ HE3aBUCHMO BO3HHUKAJIO B PA3IMYHBIX (QHICTUUCCKUX JTUHUSAX Y BUIIOB,
OTHOCSIIIIUXCS K Pa3HbIM (DEHOJOTHYECKUM TpyInaM. Y CTaHOBJICHO, YTO JIOJIsI BUJIOB C IPO-
JIOHTUPOBAHHBIM Pa3BUTHEM CpPEIH JTOMHHAHTOB B Pa3IMYHBIX COOOIIECTBAX YMEPEHHOU 30-
HBI MOXKET JOCTUTATh 1/4.

[Ipemnnoxena (coBmectHo ¢ K.B. MakapoBbIM) KOHIICTIIUS ‘CMaduibHo2o u 1aOUibHO-
20 KOMNOHEHMOo8 , COTJIACHO KOTOPOM, KPUTEPUEM YCIEIIHOTO CYIECTBOBAHMS BUJIA B KOH-
KpEeTHOM OHMOTOINE TOJIKHA pacCMaTpPUBATHCS HE UYUCICHHOCTh, a 3aKOHOMEpHasi CMEHa pe-
MPOIYKTUBHBIX COCTOSIHHH, TIO3BOJISIONIAsI OIEHUTh BO3MOXXHOCTh PEaTU3alMK KU3HEHHOTO
[MKJIa B MaciTabe JOKaTbHON MOy SIUH.

Teoperuyeckoe 3HaAYEHHE U MPAKTHYECKOE HCIOJIb30BaHUE pPe3yJabTaToB. Pa3pa-
OoTaHHas THITOJOTHS KU3HEHHBIX 1uKiIoB Carabidae 3amagHoit [laneapkTHKH MpeaCcTaBIsIET
coboit pyHInaMeHTalbHOE 0000IIeHne — KpynHeimee 3a nocieanue 70 ner. BoisiBieHHBIE
3aKOHOMEPHOCTH 8apuaderbHoCmuy U 8apuamueHoCcmy KU3HEHHBIX ITUKIJIOB MOTYT OBITh HC-
MOJIb30BAHBI JIJI PEHICHUS 3a/1ady OMOWHAMKAIIMY; TIPU OIICHKE YCTOWYMBOCTH TaKCOILIEHO30B
Carabidae npupoaHbIX U aHTPOMOTEHHO TPAHC(HOPMUPOBAHHBIX IKOCUCTEM; TIPH MOJEIHUPO-
BaHWUH IyTEH KOJIOHU3AIMU U PEKOJOHMU3AINH KYKEITUIIAMU HAPYIIIEHHBIX TEPPUTOPHI; TPH
MPOTHO3UPOBAHUH (IYKTyalllil AMHAMHUKU YUCIEHHOCTH MAaCCOBBIX, B TOM YHCIIE U XO3AUCT-
BEHHO 3HAUMMBIX BHJIOB. AHAJIU3 OCOOCHHOCTEH peaau3aliy KU3HEHHBIX ITUKIOB B Pa3iny-
HBIX 30HAJbHO-KIIMMATHUYECKUX U CE30HHO-CTAIMATIbHBIX YCIOBHUSX MO3BOJISET BBISBUTH Ba-
PHAHTBI WX TApaJIEIBHOTO PAa3BUTHUSI U OOCYXIAaTh BO3MOJKHBIE MYTH JBOJIIOIUH, KaK OT-
nenpHBIX rpynmn Carabidae, Tak u Bcero cemeicTBa B IesioM. Pa3paboTaHHas COBMECTHO C
K.B. MaxkapoBbeIM ‘KoHyenyus cmabuibHo2o u 1aOUlbHO20 KOMNOHEHMO8 KOPEHHBIM o0pa-
30M MEHSIET CIIOKUBIIUECS MPeACTaBIeHHsI 00 0COOEHHOCTSIX OpraHu3alii U PYHKIMOHUPO-
BaHMs cooOiectB Carabidae.

Ces3p pa0doThl ¢ HAYYHO-HCCJIEI0BATEJIbCKMMH TeMaMH M Nporpammamu. Pas-
JUYHBIE HTalbl HACTOSIIETO MCCIEIOBAaHUS BBHINONHUIACH B pamkax |1 mpoekroB PODU
(NoNe 96-04-48444, 96-15-98079, 97-04-48327, 99-15-960169, 00-04-49330, 00-15-97885,
03-04-49251, 06-04-49456, 07-04-08381, 09-04-01311, 09-04-08112), a Taxxke Comera 10
rpantaMm IIpesunenta Poccuiickoit ®enepaunu 1o MOAAEPKKE BEAYIIMX HAYUYHBIX IIKOJ
(HIII-2154.2003.4). B xaxx/10i1 U3 nepevyrcaeHHbIX TEM aBTOP BHIMOJIHSI COOCTBEHHBII 00bEM
WCCJIEI0BAHUM, SIBISSCH UCIIOTHUTENIEM UM PYKOBOJIUTEIEM IIPOEKTA.



AnpoOanusi pe3yJbTaToB. Pe3ynbraThl nccie10BaHU TOKIapIBaINCh Ha Beecoros-
HbIX, Beepoccuiickux u MexayHapOoIHbIX COBELIAHMSIX, B TOM uKciie Ha Bcecoro3HoM coBe-
niannn "bronorudeckne pecypcebl Beicokoropuit”! (Maxaukana, 1988); 8 xoHpepeHInn Mo-
Jo1bIX yu€HbIx-0nosioros (Pura, 1989); HaydHO-METOIMYECKOM COBEIIAHUH 300JI0TOB IE/IBY-
30B (Maxaukama, 1990); III BcecorozHom kapabumonorumdeckoMm coBemfannu (Kumunés,
1990); X (Cankr-IlerepOypr, 1990), XI (Canxt-ITetepoypr, 1998) u Xl (Kpacuomap, 2007)
cbe3nax POO; MexnyHapoJHOM COBEIIAHHH IO arpo3KOCUCcTeMaM U arposanamadTam (Xa-
ne-3ane, ['epmanus, 1991); X Beecoroznom (HoBocubupck, 1991), I(XI) (Pocros-Ha-Jlony,
1996), H(XIl) (Mocksa, 1999), HI(XIII) (Momkap-Oma, 2002), IV(XIV) (Tiomens, 2005),
V(XV) (Mocksa, 2008) u VI(XVI) (Poctos-Ha-/lony, 2011) Bcepoccuiickux COBEIAHHUSX 10
npobnemam mnouBeHHOU 30osoruu; VI (bproccens, benbrus, 1992), Xl (bnaroesrpan,
bonrapus, 2007), XIV (Becrepbopk, Hunepmanner, 2009) u XV (ayrasnwic, Jlatus, 2011)
EBponeiickux kapabuponornyeckux MuTuHrax; 1 Mexaynapoanom cosenianuu “IIpobaembr
SHTOMOJIOTHH €BpoIielickoi yactu Poccun u conpenenpHbix Tepputopuii” (baxmmosa Ioms-
Ha, 1993); VI EBponeiickoMm 3HTOMONIOrNYecKOM KoHrpecce (Uemckue byneésunsi, Yexus,
1998); 2 MexnynaponHoMm cemuHape “becrio3BOHOYHBIE KUBOTHBIE B KOJUICKIUSAX 300IMap-
koB” (Mocksa, 2004); IV MexnynapoaHoi koHpepeHnn “bruopaznoodpasue u 6mopecypcsl
VYpana u conpenenbHbix Tepputopuii” (OpenOypr, 2008); MexnyHapoaHoi HaydyHOU KOHpe-
peHiun “@yHnameHTanbHble mpoOsieMbl sHTOMOosioruu B XXI Beke” (Cankr-IletepOypr,
2011), sronoruyeckom cemunape MIID3D (Mocksa, 2009) u eXKeroaHbIXx HAyYHBIX YTCHHUAX
MIIT'Y (Mockaa, 2007, 2009).

Iyboaukamuun. [To Teme nuccepTaliOHHOTO UCCIIEIOBAaHUS OMyOIUKOBaHO 62 paboThI,
B TOM 4YHCIIe: 2 KOJUIEKTUBHBIE MOHOTpaduu, 1 mateHT Ha n3obpeTenue, 24 cTaTbl B OTEUECT-
BEHHBIX U 3apyO0E)KHBIX MEPUOJUIECKIX HAYYHBIX U3JaHUAX (B TOM uncie 18 — B xypHanax,
pekomenoBaHHbIx BAK P®), 5 crateii B pereH3upyeMbix U 4 — B PerHOHAJIBHBIX COOPHU-
Kax, 24 Te3uca JOKJIaJ0B KOH(PEPEHINI 1 COBEIIAHUMN, a TAK)Ke 2 MHTEPHET-TyOIUKallUH.

Crpykrypa n 00bém paborbl. Pabota cocTout U3 BBeAeHUs, 7 I1aB, BBIBOJOB U 9
NPUIOKEHUH; M3okeHa Ha 549 cTpaHulax, U3 KOTOpbIX 463 MPHUXOAUTCS Ha OCHOBHYIO
4acTh, cojgepxkamntyio 100 pucyrko u 27 Tabmui. CIUCOK IUTHPYEMOH JINTEPaTyphl BKIIIOUa-
et 1207 ucTouHuKOB, B TOM 4Hcie 785 Ha HHOCTPAHHBIX S3bIKaX.

BaaronapnocTn. CunTaio CBOMM JIOJITOM BBIPa3UTh HWCKPEHHIOW MPU3HATEIHHOCTH
MOEMY IEpBOMY YUMTEINIO U JIPYTy, CTOJIb O€3BPEMEHHO NMOKUHYBIIEMY Hac, — JIOLIEHTY Ka-
denpsl 30010run U sKosoruu MII'Y, k.6.H. ‘B.E. KapnoBoli; HaydHOMY PYKOBOJUTEIO —
nouétHomy npodeccopy MIIT'Y, n.6.1. M.X. HlapoBoi, a Taxke Koiere u Apyry — IMpo-
deccopy kadenpst 300oruu u sxonoruu MIIT'Y, 1.6.1. K.B. MakapoBy 3a mOCTOSIHHYIO T10-
MOILb U MOAJEPKKY B IIPOBOJIUMBIX UCCIIEI0BAaHUAX, IIJIOJOTBOPHBIE JUCKYCCUH U KOHCTPYK-
TUBHBIE 3aMEUYaHMsI [0 CTPYKTYpE U COAEpXKaHUIO TaHHOU paboThl. CioBa UCKpeHHEN Onaro-
JAPHOCTH sI aJIpeCYI0 BCEM KOJUIEraM M IpY3bsM, IPUHUMABIIMM y4acTHUE B OPraHU3aLUHU U
IIPOBEJICHUH TOJIEBBIX M JJAOOPATOPHBIX HCCIIe0BaHUM, cOope MaTepuana U ero oopadboTke:
mupekropy OITX Pomry HITO “Opomenne” B.C. Kotyns (r. Kummnués, Pecny6nuka Moinna-
Bus), nupektopam ['Y “Ilpupoansrii napk OnbroHckuil” FO.A. HexpyTtkunoii (r. Bonrorpan)
u B.JI. I'epary (noc. Dnbron), conpeacenarensim HITO “/luxas npupona” C.B. backakooii u
B.®. Iakynme (c. [xabarmer, Pecmybmmka Kazaxcran), na.6.H. [.H. ®enopenxo,
k.0.H. A.A. Balitiey (06a 1. Mocksa), k.0.H. A.B. Anéxuny (r.Opono, MbpH, CIIA),
A.E. bpunépy, E.A. Bonogunoii, M.B. ['myxoBckomy, A.A. I'po3noBy, A.A. [[paOkuny,
H.N. Kanununoii, C.B. Makapenko, E.B. Makaposoii, E.A. Muxaiinosoii, B.A. IlatpukeeBy
u E.B. Pa3opénoBoii (Bce r. MockBa). OTaenbHO X04y 100JaroapuTh KOJUIEKTUBBI Kadeapsl
300JI0TUHM UM 9KOJIOTHH, a Takke Y4yeOHo-HayyHOro ouonormueckoro neurpa MIII'Y 3a Tén-
Jy10, APYKECKYI0 00CTaHOBKY, HEMAJIO CIIOCOOCTBOBABIIYIO MTPOBEACHHUIO TaHHOTO HCCIEN0-
BaHUs. HecoMHeHHO, uTO 0€3 MCKpeHHel 3a00Thl 1 BHUMAHUS CO CTOPOHBI MOEH ceMbU 3Ta
paboTa OpuIa OBI TPOCTO HEBO3MOKHA.




COJAEP)KAHUE PABOTbI

I'J1ABA 1. PA3BUTHE NPEJACTABJIEHUI O )KU3HEHHBIX HUKJIAX CARABIDAE

B 300510111 XHM3HEHHBIE KBl Yallle BCET0 pacCMATPUBAIOTCS JINOO KaK MPOSBICHHE
MopdoreHesa — uepepoBaHHWE CTaJWil OHTOTCHE3a, IMOKOJEHHUH, KU3HEHHBIX (OPM H T.I.,
1100 ¢ TOUKHU 3peHus pusznonoruu passutus. O0a Moaxoaa B pa3HOE BPEMs IPUMEHSIINCH K
HACEKOMBIM, B TOM YHCIIE H K JKY)KCITUIIaM.

B nepBom paszene riaBbl qaércs noApoOHEIH 0030p 0COOEHHOCTEN OHTOrEHE3a B Ce-
meiictBe Carabidae, Bkiovas ciydan mapTeHOreHe3a, KUBOPOXKICHHS JTUUMHOK, 3(eMepHo-
CTH IPEUMAarvHaIbHBIX (a3, a TaKKe COKpAILEHHS W YBEJIMYEHUS KOIMYECTBA JTUUMHOUYHBIX
BO3pacTOB.

Bropoii pasgen, MOCBAIIEHHBIA HCTOPUH W3YYEHHS YXKM3HEHHBIX LUKJIOB KY)KENHI,
COZIEPKUT aHAJIN3 JITAaHHBIX, TIOJIy4EHHBIX B TeueHue mocieauux 150 jer, B ToM uuncie, 0030p
Ba)kKHEHIIMX Kiaaccuukaiuii TumoB passutus Carabidae (Larsson, 1939; Hurka, 1973, 1986;
Thiele, 1977; Paarmann, 1979; Illaposa, /lymenkos, 1979; den Boer, van Dijk, 1996).

I'JTIABA 2. XAPAKTEPUCTHUKA PAMMIOHOB HUCCJIEJOBAHUI, MATEPUAJI U METO/IbI
Marepuassl, MOCTYKHBIINE OCHOBOW HACTOSIIIEH paboThl, ObLTH MOTYYEHBI B PE3YIib-
Tare MPOBEICHUS CTAIMOHAPHBIX W MAapUIPYTHO-TIOJEBBIX HCCICIOBAHUHN, Ta00paTOPHBIX
9KCIICPUMEHTOB, a TAK)KEe aHaIHM3a JIMTEPATyPHBIX AaHHBIX [0 OMOJOTHH OTIACIbHBIX BHJIOB
Carabidae, B To¥i 1M HHOM CTENEHU XapaKTEPHU3YIOIIUE UX KU3HCHHBIC I[HKIIBL.

2.1. PaiioHbI CTAllMOHAPHBIX MCCJIE0BAHUM
3a BpeMs UCCIIeIOBaHUM ObUIM OpPraHU30BaHbl OJUH KPYIJIOTOJUYHBIA M TPU CE30H-
HBIX CTallMOHAapa B TPEX MPUPOTHO-KIMMATUYECKUX 30HaAX:

e  XBOHHO-IIUPOKOJIMCTBEHHBIX JIECOB — C HMIOHA MO OKTA0phr 1989 1. Ha Oaze
ABC MIIT'Y “IlaBnoBckas Cnobona” (McrpuHckuii p-H MocKkoBckoi o0nacTy,
55°47°N 37°04°E), a taxxke ¢ Mag 1o HoaOpb 2003 I. U ¢ HIOHA 1O OKTAOPH
2005 . Ha Ga3ze AO3T arponpennpusitue “Memxuner;” (MBITUIIMHCKUAN P-H
MockoBckoii o6nactu, 56°06°N 37°51°E).

Ha nannoM crammonape Obiio coOpano 8475 sk3. 114 BUAOB KyXKeNmull:
y 24 BuAOB NOJAPOOHO HM3y4ye€Ha I0JIO-BO3PACTHAS CTPYKTYpa JIOKAJIBHBIX
HOMYJISIMM, 111 16 MosTydeHbl JaHHbIE, KAaCAIOIINECs OTAEIIBHBIX aCIEKTOB
ux gemorpaduu, y 14 uzydeHo npeuMaruHajabHOE Pa3BUTHUE, YTO MO3BOJIH-
JIO PEKOHCTPYNPOBAThH KU3HEHHBIE LIUKJIBI 43 BUJIOB JKY>KEIIHL.

e (CrenHoit — ¢ Mas 1o okTA0ps 1990-1991 rr. Ha 6aze OIIX Pomry HITO “Opo-

menue” (Pecy6nuka Monnasus, 5 km ceepree T. Kaxyn, 45°18°N 28°12°E).
Ha nanHom craumonape 6bu10 coOpano 38199 sk3. 238 BHIOB KyXKETHIL:
Juist 58 BUIOB MOJIYYEHBI IaHHBIE, O3BOJISAIOLIME TOAPOOHO ONuUcaTh MOJIO-
BO3PAaCTHYIO CTPYKTYpPY JIOKAJIBHBIX MONYJISIUHN, 111 24 yTOYHEHBI OTAEIb-
HbIE acreKkThl aeMorpaduu, y 15 M3ydeHO mpemMaruHajgbHOE Pa3BUTHUE; B
pe3ysbTare ObUTH PEKOHCTPYHPOBAHbI )KU3HEHHBIE LIUKIIBI 61 BUa.

e [JlonynycteiHHONW — ¢ Mas 2006 r. mo mait 2007 r. Ha Gaze I'Y “IIpupoansrit
napk DnbroHckuit” ([lamtacosckuit p-H Bonarorpaickoii ob6mactu, 49°12°N
46°39’E).

Ha nannom crammonape Obu1o cobpano 54988 sk3. 223 BHIOB KYKEIHIL:
st 46 BUIOB TOJYy4YEHBl MCYEPIIBIBAIOIIME JTaHHBIE O II0JIO-BO3PACTHOMN
CTPYKTYyp€ JIOKaJIbHBIX MONYJIALUUHN, [UIsl 54 BBIACHEHBI OTJEIbHBIE ACTIEKTHI
ux gemorpaduu, y 24 u3yd4eHo npeuMarvHajibHOe pa3BUTHE, UTO CTAJIO OC-
HOBOM Il PEKOHCTPYKIIMH KU3HEHHBIX IIUKJIOB 65 BUJIOB.
OO6muit 06bEM MaTepHana, COOPaHHOTO B XO/I€ CTAllMOHAPHBIX HUCCIIEI0BaHUM, pUBe-
néu B Tabmuue 1.



Ta6muma 1. O6bpéM MaTepuaa cTallmOHAPHBIX UCCIICOBAHUMH.
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1990 9040 10506 | 115 1215 | 11309 | 158
Cremmas 1991 4080 1627 50 886 14637 96 2590 120 28 238 | 38199
Bcezo | 13120 12133 | 121 2101 | 25946 | 180 2590 120 28 140
. 2006 23600 47933 | 174 1197 3905 110
oy 2007 | 12900 3150 83 223 | 54988
MyCTbIHHAA
Bcezo | 36500 51083 | 175 1197 3905 110 109
Bcero 70620 | 71181 | 260 | 3691 | 30361 | 199 2590 120 28 | 248 | 392 101662




2.2. PaiioHbI MapPLIPYTHO-NOJIEBBIX HCCJIEI0BAHUH

JlanHbie 0 ()EHOJIOTMH W BCTPEYAEMOCTH OTACIBHBIX (a3 pa3BUTHS B MPUPOJE OBLIH
nostydeHsl B TeueHue 30-neTHux mnoisieBbix ucciegoBaHuit (1982 —2011 rr.) B 18 pernonax
Poccun n OwBiiero CCCP. Ilpu MapripyTHO-TIOJEBBIX HCCIEAOBAHUSAX OTMEUAIMCh CPOKH
CIIapUBaHUs U SUIEKIAIKU B IPUPOJHBIX YCIOBUAX, a TAKXKE MEPHUOJIbl aKTUBHOCTH MpEUMa-
TUHAIBHBIX (a3 U MOSBIECHUS UMAaro HOBOTO MOKOJIEHUS. JJOMOJHUTENBHO MPOBOAMINCEH BbI-
OOpoYHBIE BCKPBITUS 0cO0Ei HanboIee MaCCOBBIX BHJIOB JUISI BRISICHEHHUS UX PETIPOTYKTUBHO-
ro craryca. T MaTepuaibl MO3BOJUIN YTOUYHUTH CBEACHUS O )KM3HEHHBIX IMKIax 182 Bu-
JIOB JKY’KEJIHL], PEAIN3YIOLUXCSl B PA3JIMYHbIX TPUPOIHO-KIMMATUYECKUX YCIOBUSX.

2.3. JIutepaTypHble JaHHbIE

IToMrMO cTalMOHAPHBIX W MapLIPYTHO-TIOJIEBBIX MCCIIEAOBAaHUM ObUT MPOBEAEH Kpu-
TUYECKUN aHAJIN3 MHOTOUYUCIICHHBIX JIMTEPATYPHBIX UCTOYHUKOB, KaCAIOUIMXCS CE30HHOM /U~
HaMMKH aKTMBHOCTH, J€MOTpapUuecKoi CTPYKTYpbl JOKAJIbHBIX MOMYJIALUNA, 0COOEHHOCTEH
IIPEUMMaruHaJIbHOIO Pa3BUTHUS U JKU3HEHHBIX LMKIOB 915 BunoB xyxenuu 3ananHoil Ilane-
apKTUKU. DTO MO3BOJIMIIO MOIYYUTh CPABHUTENIBbHBIE JaHHbIE Ui 157 BUIOB, BCTpEeYarOIIUX-
Csl B Pa3IMYHBIX CTAIMAJIBHBIX YCIOBHSIX U Pa3HBIX MPUPOIHO-KIMMATHIECKUX 30HAX. [lomu-
MO 3TOro, OBLIM MOJYYEHbI CBEeIEHUS 00 OCOOCHHOCTSAX pealM3allid >KU3HEHHBIX LIMKIIOB
543 Bu10B, HE MPEICTABICHHBIX B HAIIMX CTAI[MOHAPHBIX WM MapUIPyTHO-TIOJIEBBIX HCCIIe-
JTIOBaHUSIX

Takum 0Opa3omM, OCHOBOW IJisi AajbHEWIIEro OOCYKICHHS CTalld Oojiee WM MEHee
MOJIHBIE CBeJIeHUsI 00 0COOEGHHOCTSIX OHTOTreHe3a W ku3HeHHbIX IMKI0B 1050 maneapkTuue-
CKHX BUJOB Kyxenun u3 141 pona.

2.4. MeToa0J10rust Mccjae10BaHu i
2.4.1. Metoanbl yuéra Carabidae

Jnst cOopa KyKeNuI] UCIOIB30BANICS IIUPOKUN CIIEKTP METOAOB y4ETa: TOYBCHHBIC
(Barber, 1931; Scherney, 1959; Kynpun, 1965; Skuhravy, 1970), ceroBbie (Ma3oxuH-
[Mopmusikos, 1956; Tepckos, Konomuern, 1966; Maranuu, 1992 a-6) u oxkonnsie (den Boer,
1977; van Huizen, 1980; CamkoB, 1986; Uepnbimép, 1996) noBymiku, NOYBEHHBIE MPOOBI
(T'unsipos, 1941), a Takke KomeHUe YHTOMoJorndeckum caukom (Uepuos, Pyaenckas, 1970),
dmorarus (Desender, Segers, 1985) u py4Hoit c60p. DTO MO3BOIMIO MOTYYHUTH OOUTHPHBIC
JIAHHBIC, OTPAXKAIOIINE PA3JIMYHBIC ACTIEKThI SKOJIOTUH M OMOJIOTMH MaccoBbIX BuaoB Carabi-
dae, kak B pa3HOOOPa3HBIX MPUPOAHBIX CTAIUAX, TAK U B arpOI[CHO3aX.

[Tpu mccnenoBaHMAX Ha CTAIOHApax BO BCEX MOJEIBHBIX OMOTONAaxX Opanoch mo 2
noyBeHHbIE NMPoObI (25%25%10 cM) ¢ meprHoAMYHOCTBIO JIBa pa3a B Mecsll. B kadecTBe mou-
BEHHBIX JIOBYILIEK HCIIOJIb30BAJIMChH TUIACTUKOBbIE cTakaHbl 00béMoM 0,5 1 Ha 1/3 3amonHeH-
Hble 4% pacTBOpoM (opmanuHa. B kaxaom MonenbHOM Ouortorne (yHKIMOHMPOBAJa JTHUHUS
u3 10 J0BYyIIEK, yCTaHOBJIEHHBIX Uepe3 Kax/ple 10 M; BbIOOpka mpoBoauiack pa3 B 10 nHeit.
Ha npotsbkeHnH Bcex JIeT UcclieloBaHHUM MCII0JIb30BaIach OpUTHHANIbHAS MOUBUKAIMS CBeE-
ToBOM JoBymIKM (Maranus, 1992 a-0). JIBycTOpOHHHE OKOHHBIE JIOBYIIKH IPUMEHSIINCH
TOJILKO B I0r0-3amaiHoi MosiaBuy, re OHM SKCIIOHUPOBAIIUCH ¢ Mast 110 ceHTs0ps 1991 T.

2.4.2. MeTtoasbl oneHKH (pu3noIornyeckoro cocrosinusi umaro Carabidae

[Tpu m3ydyeHnun HeHOJOTHH OTACTBHBIX BHIOB JKY)KEIHIl B OCOOCHHOCTEH aemMorpadu-
YEeCKOM CTPYKTYPBI MX JIOKQJbHBIX TOIMYJSIHA ONPEIeICHUE CTCIEeHU (PH3HOIOTHYSCKOTO
pa3BUTHsI UMAro MPOBOJUTCS MO COCTOSIHUIO TOHAJ. B kauecTBe 06a30BOi OblLIa MpUHATA Me-
tonuka Bammuaa (Wallin, 1987) ¢ Hekotopeimu nononHerusmu. Ocodu Becex BumoB Carabi-
dae, cobpaHHbIe B XO/I€ CTAIMOHAPHBIX HCCIICAOBAHHM, BCKPHIBAIUCH IS OTMPEACTCHHUS UX
PENPOIYKTUBHOTO CTaTyca, KOTOPBIH OIIEHUBAJICS 1O COCTOSIHUIO TOHAJ, MaHIUOYJ, KOTOT-
KOB, HAPY)KHBIX TIOKPOBOB M KHPOBOTO Teja. Y BCEX MOJOBO3PEIBIX CAMOK IMOJICYMTHIBAIOCH
KOJIMYECTBO 3PEJIbIX SIHII, @ TAK)KE PUKCUPOBAIOCH HATMYUE MM OTCYTCTBHE XKENTHIX Ted. Ha



OCHOBaHUH TMOJIYYCHHBIX JJAHHBIX OBLIO BBIIEICHO MIECTh “‘BO3PACTHHIX’ TPYII y UMaro 060-
UX I10JIOB. IOBEHWIbHBIE, UMMaTypHbIE, T€HEPATUBHBIEC IIEPBOIO U BTOPOI'O I'OJIOB KU3HH, I10-
CTTE€HEHPATUBHBIE IIEPBOr0 U BTOPOr'0 T'OJIOB KU3HU.

2.4.3. MeTtoanka conep:xanus u pa3pegenus Carabidae

[Ipu mocTpoeHnH cXxeM KU3HEHHbIX IHKIoB Carabidae yuursiBamm cpoku BcTpedae-
MOCTH U Pa3BHUTHUS NPEUMArHHAIBHBIX CTaIUl, NOJYyYCHHbIE KaK B Pe3yibTaTe COOCTBEHHBIX
MOJIEBBIX M JabopaTopHBIX uccienoBanuii (Matamus, 1996 6, 1997 6-8, 1998 a, 2006; Mara-
nuH, Makapos, 2005, 2006), Tak ¥ U3 MHOIOYMCIIEHHBIX JTUTEPATypHBIX UCTOYHUKOB. B Teue-
HHE BCETrO IEePHO/Ia UCCIICIOBAHUI B TaOOPATOPHBIX YCIOBUSIX M MOJEBBIX CaJKax COAEpxkKa-
JUCh MMAaro M JIMYMHKH DPA3IUYHBIX, Yalle BCEro, HanmOojiee MAcCCOBBIX BHJOB JKY>KEJIHII.
CpaBHeHHE DaHHBIX JaOOPAaTOPHBIX HAONIONCHUH 3a CPOKAMH SHIIEKIIAIKH, TPOIOIKUTEIIb-
HOCTBIO Pa3BUTHUS OTJIENBHBIX (a3 OHTOTEHEe3a, a TAaKXKe NMEePHOAaMU OTPOXKICHHUS HMaro ¢ pe-
3yJabTaTaMU YYETOB PA3IUYHBIME METOJAMHU MO3BOJIMIIO YTOYHUTH THITBI )KH3HEHHBIX IUKIOB
mHorux BujoB Carabidae. B HeKOTOPBIX Cilydasx TOJIbKO JaHHBIC JJAOOPATOPHOIO COJCpIKa-
HUSI TI03BOJIMUIM YCTAHOBHUTH XapaKTEPHbIE OCOOCHHOCTH Pa3sBUTHUS OTIEIbHBIX BHUIOB U, Ha
ATOH OCHOBE, MHTEPIIPETUPOBATHh UX JKU3HEHHBIN IUKJ. [IprMeHsisi onmcaHHbIe METOAMKH, B
TEUCHHE HECKOJBKUX JIET YAJIOCh HE TOJBKO BBIBECTH JIMUMHOK 115 BHIOB, HO M MOTy4aTh
JI0YepHee, a B HEKOTOPBIX Cllydasx, U BHydaToe mokosienue y 30 pumos Carabidae.

2.4.4. MeToabl 00padOTKHU U NMPeICTABIEHNUS TAaHHBIX

Craructudeckas 00paboTKa JaHHBIX MPOBEACHA C UCIIOJIL30BaHUEM ITporpamm “Statis-
tica 8.0” u “Biodiv 5.1”.

[TockonbKy KOJTMUYECTBEHHBIE XapaKTEPUCTUKU (YHCIEHHOCTh BHUJIOB, IPOAOKUTENb-
HOCTh Pa3BUTHS OTJEIBHBIX OHTOTCHETHYECKUX (Da3, CpeiHee KOJIMYECTBO SIUI] Y CaMOK, JIH-
HElHbIE pa3Mephl, BEC JKUBBIX 0c00€i), a TAK)KE 3HAYCHHS BCEX PACCUYMTAHHBIX HHJIEKCOB Xa-
PaKTEpU30BAINCH HEHOPMAJIbHBIM PAcpeeIEHUEM, pa3Indusl MeX 1y BbIOOpKaMU OLICHHUBA-
JUCh Ha OCHOBE HelapaMmeTpudeckoro anajora T-kpurepus CTeiojileHTa — Kputepus ManHa-
YutHu (U-kputepuil) ans He3aBUCUMBIX NEPEMEHHBIX ¢ 95% noBepUTENbHBIM HUHTEPBAIOM
(bopoBukog, 2001).

[Ipu oOcyxneHUN PO MUTPAHTOB B CIOKEHUHM KapaOUJIOKOMILIEKCOB pacCUMThIBA-
JMCh KOJIMYECTBEHHBIE MIOKA3aTEeNM O- M -pa3HO00pa3usi: Mepbl BUJIOBOIO OOraTrcTBa (MHAEKC
Mapraneda) u pasHoobpaszus (unnexcol lllennona-Bunepa u beprepa-Ilapkepa), a Takxke
cxoactBa (ayn (unnekc JKakkapa) u Hacenenusi (MHAeKC UekaHOBckoro-ChepeHceHa) s
oTaensHbIX Ouorornos (Marappasn, 1992; Baev, Penev, 1993).

IIpu moctpoeHnu TpapuKOB, HWLTIOCTPUPYIOLUIMX CE30HHYIO IMHAMUKY AaKTHBHOCTHU
0co0eil, HaXOJAIIMXCS Ha Pa3IMYHbIX CTaAuAX (PU3NOJIOTHYECKOTO Pa3BUTHUS, PE3YIbTHPYIO-
M€ KPUBBbIE METO/IOM B3BELICHHBIX HAUMEHBIIUX KBAJPAaTOB PACCUUTHIBAINUCH TOJBKO JUIS
CaMOK, YTO MTO3BOJIMIIO 0oJiee YETKO BBIACIUTD IEPUOIbI PA3MHOKEHUS.

Cucrema Carabidae mana no Karanory skyxenur Poccuu W compeienbHBIX CTpaH
(Kryzhanovskij et al., 1995), nomenknarypa Carabidae u rpanums [lareapkTHuecKoro 1oMu-
HuoHa — 1o Karanory sxectkokpsutbix [laneapkruku (Lobl, Smetana eds., 2003) ¢ yuérom
HOCJICYIOIIUX MCIIPaBJIeHU# u nononHenuit (Makapos u jp., 2011).

I'JIABA 3. TUIIOJOIMSI )KU3HEHHBIX HUKJIOB JKYKEJUL 3AIIA THOMN ITAJIEAPKTHKH

BapuabenbHOCTh KaKk OHTOTE€HE3a, TaK M KM3HEHHOTO LUKJIA B 11€JIOM HEOJHOKPATHO
OTMEYajIach y pa3indHbIX BHIOB kyxemmir (Lindroth, 1945, 1949, 1992; Luff, 1973; Paar-
mann, 1976 b, 1979 b; Jerum, 1980, 1985; Refseth, 1980, 1986, 1988; Loreau, 1985; Sota,
1985, 1994, 1996; Butterfield, 1986, 1996; Brandmayr, Zetto Brandmayr, 1986; Illaposa,
Jlenncosa, 1996, 1997 a-6). OnHako, 3TO HE HANIUIO OTPaXCHHUS HU B OJHOW W3 IMPEAIIECT-
BYIOIIMX KJIACCHU(UKAIUH, OCHOBHBIM HEJIOCTATKOM KOTOPBIX SIBJIIETCS (hopMaibHasl OJHO-
3HAYHOCTh — KaXIBIH BHUJ XapaKTEPU3yeTCs OJHUM M TOJIbKO OJHUM THUIIOM >KU3HEHHOTO
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[OUKJA, YTO HC MNO3BOJIACT AACKBATHO OLCHUTL €0 M3MCHUYMUBOCTH IIPpU CMCHC CTaHHﬁ, npu-
POAHO-KIMMAaTHICCKHUX 30H W/UIY BBICOTHEIX ITOSICOB.

3.1. OcHOBHbIE NOHATHUS U TEPMHHbI

B pazHoe Bpemst o1 )KU3HEHHBIM IIUKJIOM Y *KYXKEIUI] TOHUMATU 0COOCHHOCTH MH/U-
BuayansHoro passurus (Thiele, 1977; Paarmann, 1979), pasnuunblie acrekThl AMHAMHKH I10-
nyssiuid (Burmeister, 1939; Larsson, 1939; Lindroth, 1992; Illaposa, dymienkos, 1979; Dri-
oli, 1987; den Boer, van Dijk, 1996; Fadl, Purvis, 1998) u nakxe TaKCOHOMHUYECKO# IPHUHAI-
nexxnoctu (Harka, 1986; Sota, Ishikawa, 2004). B nactosiieii paboTe mpu OMUCAHUU KH3-
HeHHBIX 1UKII0B Carabidae u uxX TUIOJIOTUH UCTIONB3YETCS CICAYIONINN KOMIUICKC MOHSTHIA.

OHTOreHe3 — pa3BUTHE OCOOM OT OIUIOJOTBOPEHHOIO SHlla O MOMEHTa €€ ecTecT-
BEHHO rubenu, KoTopasi MOKET IPOU3ONTH Kak J10, TaK U MOCJIe PENpOayKTUBHOTO EPUOAA.
Takum 00pa3oM, MbI IPUHUMAEM JIeJIEHUE OHTOTeHe3a Ha JiBe (pa3bl: MopdoreHes, B pe3ylb-
Tare KOTOporo GopMHUpyeTcss 0coOb (He 00s3aTENBHO TMOJIOBO3pEas M JaKe WMaro), U pe-
MPOJIYKLIUIO, PE3YJIbTaTOM KOTOPOM SIBJISIETCS YBEJIMUEHUE KosmuecTBa ocoOel (PacHuLbIH,
1965; llaposa, 1981 6; Adonun, 2004).

Ce30HHBIN (MM roJI0BON) PUTM — CMEHA IEPUOI0B aKTUBHOCTH WJIM TOKOSl U U3Me-
HEHUS YUCJICHHOCTH OHTOTEHETHUECKUX CTaJIMi B TEUCHUE BEreTal[MOHHOTO ce30Ha (To/a).

[uanaysa (B IMPOKOM cMbicie) — (a3a CE30HHOTO PUTMa, MPEICTaBISAIONIast cO00i
obOnuratHeli (mMapanayza = parapause) wind ¢akyabTaTUBHBIA (COOCTBEHHO Iuamnaysa = eu-
diapause, a Taxxe COCTOSIHUE OLCTICHEHHs = (UIESCENCE) MIePHO/T MOKOS OJHOM MM HECKOJIb-
KHUX CTaJIUil OHTOTEHe3a.

PenpoyKTHBHBIA PUTM (MM TOHATHBIA [UKI) — MEPUOUICCKIEC H3MEHEHUS TEMIIOB
pa3BUTHS TOHAJ B OTBET Ha CHTHAaJbHBIC (DAaKTOPHI BHEIIHEH cpeibl, 00ecrneunBarome pas-
MHOXEHHE 0CO0eiH.

Hcxoas u3 3Toro, Mbl IOHUMAEM KU3HEHHBIN LIUKI KaK 3aKOHOMepHOoe couemaHue ce-
30HH020 U PenpoOOYKMUBHO20 PUMMOB, Pe2YIsAPHO 80CNPOU3B00AUEeCsl 8 KOHKPEMHbIX IAHO-
wagdmHo-ouomonu4eckux (= cmayuaibHulx) U Ce30HHO-KIUMAMUYECKUX (= 30HANbHbIX) YC-
JIOBUSIX.

[Ipn xapakTepUCTHKE >KU3HEHHBIX IMKJIOB HCIOJb3YEeTCs MOHSITHE ‘“TeHepauus’’ WK
“MmoKoJICHUE”, TIO/I KOTOPHIM MTOHUMAETCSL 2pynna ocobeti 8 NONYIAYUU, ¢ 0OUHAKOBOU cmene-
HbI0 POOCMBA NO OMHOWEHUIO K 00WeMy NpeoKy, NOAGUBLUASCS 8 medeHue 00H020 Nepuood
pazmHodicenus. B cBA3M ¢ 3TUM, MbI BbIJIETIsIEM clieayronue nokoseHus (Puc. 1):

o  Mamepunckoe — 00BEANHSIET 0COOCH, BIIEpBbIE MPUCTYMHUBIINX K Pa3MHOMKeE-
HUIO B TEKYIIEM CE30HE MOCIe 3UMHEN Jianaysbl WK JETHEro Mepruoja MmoKost
(= acTuBanun).

e Jlouepnee — 00BEANHSET HETIOCPEACTBEHHBIX IOTOMKOB 0CO0€H MaTepHUHCKO-
IO TIOKOJIEHUS, OTPOUBIINXCS B TEKYILIEM CE30HE.

e Buyuamoe — 0OBEAMHSAET HENOCPEICTBEHHBIX IMOTOMKOB 0COOEH MOYepHETOo
MOKOJIEHUS, OTPOUBIIMXCS B TEKYILEM CE30HE.

o [Ipawyypuvie — OOBEIUHSIOT BCEX OCOOEH, >KMBYIIMX OoJiee OJHOrO Trojaa
W/WJIA Pa3MHOKABIIUXCSI, TT0 MEHBIIIEH Mepe, TBXKBI B TSUCHUE KU3HU.

3.2. Kputepuu kiaaccupuranuu )Ku3HeHHbIX HuKkiaoB Carabidae
[pemiaraeMasi B HacTosIIeH paboTe KIaCCH(PUKAIMS KU3HCHHBIX IMKIOB MKYKEIHIL
OCHOBaHa Ha COYETAHUM TISITH KPUTEPHEB:

e UIMTEIbHOCTH, WIN TOAUYHOCTH;

KOJIMYECTBE T€HEpALMi B CE30HE, UJIM BOJIBTUHHOCTH;
CTaOMJIBHOCTH BOCIIPOU3BEACHUS IIMKJIA, UJTM KOHCTAHTHOCTH;
(eHOT0rnN Pa3MHOXKEHUS, M CE30HHOCTH;

IIOBTOPSIEMOCTH PENPOLYKLIHU.
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Puc. 1. CooTHomIeHrEe TOKOJIEHUH B pa3IMYHbIX BapHaHTax >KMU3HEHHBIX LUKIOB Carabidae (TUIONOTHIO dKU3HEHHBIX IIUKIOB cM. B Tabnuie 2):
A — OJHOTOIWYHBIA MOHOBOJIBTHHHBIN, b — OAHOTOAMYHBIN OUBOJIBTHHHBIN, B — dakynpTatuBHO-aBYXTOAMuHbIN (O — sifna, Li.3 — JTUYUHKK
MEPBOT0, BTOPOTO M TPETHETO BO3pacToB, P — kykonkw, It, lim, Im, ISp — roBeHMIbHBIE, IMMATYpPHBIE, T€HEPATHBHBIC U IMOCTTCHEPATUBHBIE UMAro,
KpPaCHBIM LIBET U CIUIOUIHBIE JIMHUU — MAaTE€PUHCKOE MOKOJIEHUE, 3€IEHBIA 1[BET U TOUYEUYHBIE JTUHUU — JOUYEpHEEe MOKOJEHUE, OPaH)KEBBIM LBET U
MTPUX-TTYHKTAPHBIC IMHUW — BHYYATOE€ IMOKOJEHNUE, CHHUN 1IBET U MMYHKTUPHBIE IMHUA — TIPAITyPHBIE TIOKOJICHHUS ).
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3.2.1. nTeJbHOCTD, WJIN TOAUYHOCTH

[To nnurtenbHOCTH XU3HEHHBIE ITUKIIBI Carabidae pa3znenstorcst Ha 00HO- U 08VX200uy-
Hble, Pa3TUYAIOIINECs, MPEXKIC BCETO, MEPUOJUIHOCTHIO TOSBIICHUS MOJIOJOTO MOKOJICHUS.
OpnHoNeTHHE JKU3HEHHBIE UKIJIbl XapaKTePU3yIOTCS €KErOJHBIM OTPOXKICHUEM HOBOW reHe-
paruu, 01aroaapsi TOMY, 9TO BBIXOSIINE C 3MMOBKH OCOOH Pa3MHOXKAIOTCS B TEKYIIIEM CE30-
HE, a uanaysa y J04epHero nokoJjieHusl HabJoJaeTcs Ha TOM JKe CTa/lui OHTOTeHe3a, YTo Uy
marepuHckoro (Puc. 1 A-B). B ciiydae IBYyXroauuHOro pa3BUTHS OCOOM HOBOW T€HEpaIlHH
MOSIBJISIFOTCS pa3 B IBa T0/1a, Pa3MHOKasACh HE B TEKYIIEM, a B clie/lytomieM ce3one. [Ipu atom
OJIHA U3 JABYX 3MMOBOK OCOOEH JOYEpHEro WM MaTEPUHCKOTO MOKOJICHHUS, WIIA T€X U JPYTUX
MIPOMCXOAUT Ha HEXapakTepHoU ¢aze onTorenesa (Puc. 1 B).

3.2.2. Kosin4ecTBO reHepaiuii B ce30He, 1M BOJbTHHHOCTb
Hcxons u3 konuvecTBa reHepanuil, OJHOJIETHUE )KU3HEHHBIEC IIUKIIBI MOTYT peain3o-
BaThCSI KAK_MOHO- U Ougonvmunubvle. [Ipy MOHOBOJIBTUHHOM LIMKJIE B TEYCHUE CE30HA Pa3BU-
BaeTcs TOJbKO oHO TokosieHne (Puc. 1 A), Torma kak npu 6uBosibTHHHOM — 1ABa (Puc. 1 b).
B mocnennem ciydae pa3MHOXKEHHE JOUYEPHETO TOKOJICHUS HEPEIKO MPOUCXOAUT OIHOBpE-
MEHHO C MPOJIOJKAIOIINMCS HIIM TOBTOPHBIM Pa3MHOKEHHEM MaTE€pPUHCKOTO. [IByXrou4HbIe
YKU3HEHHBIE LIUKJIbI BCET/Ia pealln3yoTcsl Kak MOHOBOJbTUHHBIE (Puc. 1 B).

3.2.3. CTadmJIbHOCTH BOCTIPOU3BEAEHUS MK, WJIH KOHCTAHTHOCTH

HOI[ KOHCTAHTHOCTBIO ITOHUMACTCA COXpaHeHI/IG NIIN N3BMCHCHUC XapaKTCpI/ICTI/IK KNU3-
HEHHOT'O IIMKJIa B 3aBUCHUMOCTH OT OCOOCHHOCTEH KOHKPETHOrO OMOTOMA, a TaK)Ke IMOT0IHO-
KIIMMAaTHUYCCKUX yCJIOBI/Iﬁ OTOCJIIBHBIX CE30HOB KaK B npeﬂenax OI[HOﬁ, TaK U HECKOJIBKUX
MIPUPOTHBIX 30H.

TaK, I[BYXFOI[I/I‘IHI)IG JKN3HCHHBIC ITUKJIIbI MOFYT 6BITB KakK 06]lLlZCZI’I1HbZMu, Koraga HpI/I
T00BIX YCIOBUSAX pa3BUTHE BceX 0coOel B MOMYINSIMU 3aHUMaeT 0ojiee OJHOTO Troja, Tak U
gakynemamusHbuIMuU, KOT/Ia, B 3aBUCUMOCTH OT YCIIOBUM, II0 MHOTOJICTHEMY BapUaHTy pa3BH-
BaeTCs TOJBKO YacTh ocobell. HecMoTps Ha TO, 4TO paznuyusi B CPOKAX Pa3MHOKEHUS MEXKIY
BapI/IaHTaMI/I (1)aKYJ'H:TaTI/IBHO-I[BYXFOI[I/ILIHBIX JKN3HCHHBIX ITUKJIOB HepeleO 6I>IBaIOT HEUET-
KHMH, UX KOHCTAHTHOCTb NOJJIEPKUBAETCS TUCKPETHOCTHIO 3UMYIOIIUX CTAIUN U CHHXPOHU-
3au1/16171 pa3BI/ITI/I$I KakK JIMYUMHOK, TaK U UMaro.

OO6nuratHeIMU U (aKyIbTaTUBHBIMH MOTYT OBITh U OMBOJIILTUHHBIC KU3HEHHBIC LHK-
abl. B mepBoM ciiydae B MOMyINSIIMK TIPU JIFOOBIX YCIIOBUSX Pa3BUBAIOTCS JIBE T'€HEpAIUH, TO-
I/1a Kak BO BTOPOM Pa3BUTHUE BTOPOM reHepanuu HabIrogaeTcs Juillb B Hanbonee Oiaronpu-
SATHBIEC C€30HBI WJIM TOJILKO Ha YacTH apeasa.

3.2.4. ®eHo0JIOTHSI PA3MHOKEHHS, I Ce30HHOCTH

Ce30HHOCTh OIpenenseTcs] MEPUoJOM Pa3MHOXKEHUS M, KaK CIEACTBHE, 3UMYIOIIEH
dasoii onrorenesa. Crenyst ycranoBuBinumcs Tpamuimsam (Larsson, 1939; Lindroth, 1945,
1992; Thiele, 1977; Paarmann, 1979 u ap.), a Takyke Ha OCHOBAaHUH COOCTBEHHBIX TAHHBIX
(Maranun, 2007) MBI BBIIETISIEM BHJIBI C 3MMHE-BECEHHUM, paHHE-BECEHHUM, BECEHHUM, Be-
CEHHE-TIETHUM, PaHHE-JICTHUM, JICTHUM, MO3/IHE-JIETHUM, JIETHE-OCCHHUM, OCEHHUM, TIO3/IHE-
OCCHHHM, OCEHHE-3UMHHUM W 3UMHHM Pa3MHOKEHHEM, a TaK)Ke ace30HHBIC (arepruoInIHbIe).
TakuMm 00pazoM, B YCIOBUSAX C€30HHOTO Kinumara 3anaanoi [laneapkruku pasmuoxenne Ca-
rabidae moxet HabmMOIaTHCS B JTF000E BpEeMs roja, ¢ y4ETOM 4ero OHH MOTYT OBITh pa3jerie-
HBI Ha TPU YCTIOBHBIE TPYTIIIHL.

VY BUOB NEepBOI rpyHIbl MPU OJHOTOIMYHOM PAa3BUTUH 3UMYIOIIEH (a3oil OHTOreHes3a
sBisiercst umaro (“spring breeders” - Larsson, 1939; “adult hibernators” - Lindroth, 1949).

Buibl, pazMHOXKaroOIIHecs B Hadajle BETeTallMOHHOTO IePUoJia — C CePeIMHBI — KOHIIA
MapTa J0 CEpeauHBI — KOHIIA Masi — pPacCMaTPUBAIOTCS KaK secenHue. HekoTOpble W3 HHUX
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npu GJIArONPUATHBIX YCIOBUSX MPHUCTYMAIOT K OTKIAIKE SUI] y’KE C KOHLA 3UMBI, TOTHOCTHIO
3aBepliasi pa3MHOKEHUE K CEepellMHE BECHbI, YTO MO3BOJIAET CUUTATh UX 3UMHE-8ECEHHUMU.
B apugHbIX ¥ ceMHapHIHBIX O0NACTAX JUISI HEKOTOPBIX BUJIOB XKYXKEIHI] XapaKTePeH OYEHb
Kpatkuii (2 — 3 HeAenn) nepruoa pa3MHOKEHUS, IPUXOIAITUNACS Ha TIEpBbIe 1,5 BECCHHUX Me-
csama. Takue BUABI MBI OTHOCUM K paHHe-8eceHHuM dghemepam. Buapl, pa3sMHOXKAIOLIHECS C
CepeIUHBl — KOHIIA BECHBI JO CEpeluHBbl JIeTa PAcCMAaTPUBAIOTCS KaK BeceHHe-lemHue.
C yBenuueHHeM MHUPOTHI WK aOCOMIOTHON BBICOTHI HaJ YPOBHEM MOPS, B T'OJbI C aHOMaJb-
HBIMU TMIOTOJJHBIMU YCJIIOBUSIMHU, a, HEPEJIKO, U MPU CMEHE CTAllMi perpoayKTUBHBIN EpUoa y
YaCTH BHJIOB C BECEHHUM M BECEHHE-JICTHUM Pa3MHOKEHHEM MOKET HE TOJIbKO COKPAIaThCs,
HO M CMeIIaTbcs Ha Oosiee MO3/IHUE CPOKH, CMEHSSICh paHHe-IemHUM, 3 UHOTJA U JIemHUM.
Buppl, B mOnyssimusx KOTOPBIX YacTh 0COOEH pa3BUBAETCS B TEUCHHUE JBYX JIET, 3UMYIOT KaK
Ha CTaJUU UMaro, Tak U Ha CTaJuU JINYMHOK CTapIlIUX BO3pacToB U Jaxke Kykoiku (Puc. 1 B).

VY BUIOB BTOPO# IPYMIIBI IPU OJHOTOAMYHOM PAa3BUTUU 3UMYIOLIeH (a3oil oHTOreHesa
SIBJISIIOTCS TMYMHKH, MPEUMYIIECTBEHHO CTapiiux Bo3pactoB ( “autumn breeders” - Larsson,
1939; “larval hibernators” - Lindroth, 1949).

B paiionax ¢ msrkoit 6e3MOpO3HON 3UMOM, T/I€ CPEAHSS TeMIIepaTypa BO3ayXa 4acTo
He onyckaercs Hwke +5°C, Hekoropsie Carabidae pasMHOXarTCs ¢ KOHIIA OCEHH [0 Hayaia
BECHBI U MOTYT OBITh OXapaKTEpHU30BaHbI KaK 3umHue. Pa3BuUTHE JUUMHOK, B ATOM Cllydae,
3aBepIIaeTCs MPH HU3KUX MOJOXKHUTEIBHBIX TEMIIEpaTypax, Hepeako 0e3 auamaysbl. OmHako
U3-3a BBIPQKEHHOHN Ha Oomblieil yactu 3amanHoil [laneapkTuku XOJNOAHON 3UMBI, pa3BUTHE
JUYMHOK y 3THUX BHUJOB HEU30EKHO IMpepbIBacTCs aAuarnay3oi. B aTom ciaydae umaro oTpox-
JAIOTCSl C KOHIIA BECHBI JI0 Hayaja JieTa, MOCJIe Yero BIAJaroT B JIETHIOK (9CTUBAIMOHHYIO)
napanay3y. PasMHoxeHne HaOIr01aeTCst TOJIBKO Mocie e€ OKOHYaHUs — € KOHIa JieTa JI0 ce-
PEIUHBI — KOHIIA OCEHH y OCeHHUX WIA C CEPEIMHBI OCEHH 0 Hayalla — CePEeIUHBI 3UMbI Y
ocenHe-3uMHUX BUJOB. B yCIOBUSX pe3KO KOHTMHEHTAJIBHOIO KJIMMAaTa y HEKOTOPBIX BHUJIOB
PENpPOAYKTUBHBIN MEpUOJI CMEIIAeTCs Ha KOHEI OKTSIOpS — cepeiuHy HOAOpS U JUIUTCS He
6omee 2-3 nekan. [losBuBIIMECS B 3TO BpeMs TUYMHKUA 3UMYIOT, & MOJIOJIO€ TTOKOJICHHE OTPO-
JKJAaeTCs TOJILKO B KOHIIE JieTa — Hayalle OCeHH. Takol BapuaHT CE30HHOT'O Pa3BUTHUS MBI pac-
CMaTpHUBaeM KaK no30He-0CeHHUll dgheMepHbL.

VY 1nemmue-ocennux BUIOB, Pa3MHOXAIOMIMXCSA C Hadajla-CepeluHbl JieTa 10 Hadaja-
CepeIMHBI OCEHH, Ha 3UMOBKY TaK)Ke yXOJAT JMUYMHKU CTapIINX Bo3pacToB. OHAKO y MHO-
IMX U3 HUX 3UMYeT 4acTh KYKOB MaTEpHUHCKON I'€HEpalluH, yKe Pa3MHOKABIIMXCS B TEKY-
IIEM CE30HE, a TaK)Ke YacTh HEIOJIOBO3PEIIbIX 0COOEH JouepHero mokoyieHus. B mocneqHem
cilyyae MpOJIOJKUTENbHOCTh Pa3BUTHsI YBEJIMUYMBAETCS 10 ABYX JjeT. [Ipu u3meHneHun ycino-
BUH Ccpefbl, HAOFOMAIONMIMXCS B NIMPOTHOM WJIM BBICOTHOM TPAJMEHTE, a TaKKe MPU CMEHE
CTallMil Y HEKOTOPBIX BUIOB C JIETHE-OCEHHUM U OCEHHUM PAa3MHOKEHHEM M OJTHOTOJJMYHBIM
pPa3BUTHEM PENpPOAYKTUBHBIN MEPHOJ CMeIIaeTcs Ha 0osiee paHHUE CPOKU, CMEHSISICh no30He-
Jemnum M Jaxe nemnum. Hepeako, nis 3aBeplIeHUs] pa3BUTHs, IO MEHbLIEH Mepe, 4acTH
ocobeil, TpedyeTcs HEe MEHee ABYX JIEeT, O1aroaapsi 4eMy, *KU3HEHHBIM LIUKII CTAHOBUTCS ¢a-
KYJIbTaTUBHO-/IBYXT'OIMYHBIM. B BBICOKMX IIMPOTAaX U BBICOKOTOPbSIX MHOTHE U3 3THUX BUIOB
NEePeXOoasiT K OOMUTaTHO-IBYXTOAMYHOMY pa3BUTHIO. OJTHU U3 HUX Pa3MHOXKAIOTCS B TIEPBOM
NIOJIOBUHE JIeTa (panHe-nemuue), Ipyrue — BO BTOPOH (no3due-remuue), a TpeTbH — B TeUe-
HUE BCEro KPaTKoro Meprojia BereTaluuu (z1emuue), 4To OTpakaeT UX (pU3NOJIOTHYECKUE OCO-
OEHHOCTH, U, TIPEXK/IE BCEr0, XapaKTep UMaruHalIbHOM quanay3sl U CO3pEBaHUs TOHA/.

PasmHoxkenue acesonnvix (= anepuoduunvix) HE TPUYPOUEHO K KOHKPETHOMY
BpPEMEHHOMY MEPHOAY U MPOUCXOIUT KPYIJIOTOJAUYHO, B CBSA3U C YeM, JHarnay3upyromei cra-
VK Y HUX HEeT. TpaauIioHHO B ATy TPYIITY BKJIFOYATH HEKOTOPHIX TPOTJIOOMOHTOB — TIO-
crosHHbIX oOutareneir memep (Deleurance-Glagon, 1963, 1967; Deleurance-Glagon,
Deleurance, 1964; Drioli, 1987; Brandmayr, Zetto Brandmayr, 1988; Brandmayr et al., 2005).
OpHaKo cOrinacHoO MOJYYEHHBIM B MOCIEIHHUE TO/bI JaHHBIM, allepUOAUYHOCTh Pa3BUTHS Ha-
Oro1aeTcsl y HEKOTOPBIX HE CBSI3aHHBIX C TEMIepaMH SHIOTCHHBIX BUIOB, MPHUYEM B JIOCTa-
TOYHO dKCTpeMaibHbIX ycnoBusix Cybanrapkruku (Davies et al., 2007).
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3.2.5. lloBTOpsieMOCTH PenpoOAyKIIUT

[ToBTOpsSIEeMOCTh PENPOAYKIIMH OTPaXKaeT CIOCOOHOCTh OCOOEH K HEOIHOKPATHOMY
Pa3MHOXKEHHUIO B TE€UYEHHE KaK OJHOrO, TaK MU HECKOJbKHUX CE30HOB. Vcxoas u3 3Toro, u mo
AQHAJIOTHUH C Pa3/IeJICHHEM IIBETKOBBIX PACTEHHH HAa MOHO- W NOJMKaprnukoB (CepeOpskos,
1962, 1964), BUIbI KYXKENHI], )KUBYIITHE TOJIBKO OJWH CE30H M MMCIOIINE HEMPEPHIBHBIN pe-
NPOJAYKTHBHBIN MEPHOJ], MBI pacCMaTpuBaeM Kak moroyukiuunsie (= semelparous), a Busl,
CIIOCOOHBIE Pa3MHOXKATHCS B TEUCHUE BYX U 0oJiee JIET WM UMEIOIINE HECKOIbKO YETKO BbI-
pPaKEHHBIX IEPUOAOB DPA3MHOXKEHUS B TEUEHHME OJHOTO CE30HA, — KaK peyuriuyHble
(= iteroparous). IIprMedaTenbHO, YTO MOMYJISIIAN 3TUX BHIOB OTIIMYAIOTCS MO COCTaBy Clia-
ralommx ux resepanuil. Tak, B cilyduae MOHOBOJIbTMHHOI'O >KM3HEHHOI'O IMKJa MONYJISLUU
MOHOUMKIUYHBIX BHUJOB IPEACTaBICHbl OCOOSMU MATEPUHCKOW W JO4YepHEW TeHepanuit
(Puc. 1 A). IIpu OMBONBTHHHOM IMKJIE K HUM J0OABISIOTCS 0coOM BHy4aTOW reHepanuu. B
MOMYJSIIUSX PELUKINYHBIX BUIOB Hapsly ¢ MEPEYUCIEHHBIMH BCET/la MPUCYTCTBYIOT OCOOU
NPANlypHBIX TeHepalfii, pa3MHOXKAIOIMINECs OAHOBPEMEHHO C 0COOSMU MAaTEpPHHCKOTO MOKO-
nenus (Puc. 1 b — B), unu panbie ux.

[Ipeobnananue cpean Ky elul PeIUKINKOB, BO3SMOKHO, OOBSICHSAETCS TEM, YTO MHO-
rUe BUIbI CIIOCOOHBI 3UMOBATh Ha MMarvHaibHOU (paze, umes, Takum oOpa3om, mpeajaanta-
LUIO0 K TOBTOPHOMY pa3MHOKEeHUI0. ClielyeT OTMETUTh, YTO IIOBTOPHOE Pa3MHOXKEHHE B Te-
YeHHE HECKOJBKHX JIET MOXKET pacCMaTPUBATHCS TOJNBKO KaK yBETUYEHHUE OOIIEH MPOJI0IKH-
TEJIbHOCTHU KU3HU MUMaro, HO He KaK MpOsIBJICHUE MHOTOJIETHETO pa3BuTHs (Bonpeku Caymiaud,

2010).

3.3. Tunosorus ;ku3HeHHBIX IUKJIOB Ky:keaul 3anagnoi [aneapkrukn

CBoOoyHasi KOMOMHATOPHKA MPEIOKEHHBIX KPUTEPUEB TACT 3HAUYUTEIHLHOE KOJIUYe-
CTBO BO3MOJKHBIX coueTaHHM: 2 X 2 X 2 x 13 x 2 =208. OnHako OOJBIIMHCTBO U3 HHUX HE
peanu3yercsi B CHILYy OYE€BHIHBIX 3apeToB. VI3BECTHO, YTO HA MPOJOIKUTENBHOCTh Pa3BUTHUS
KaX0ii cTajauu oHToreHesa y Carabidae okaspIBaroT BIHSIHUE MHOXECTBO (paKTOpOB (Temie-
paTypHBIN PEXUM, BJIAXKHOCTh, JJIMHA CBETOBOTO JIHS, KOJMYECTBO M Ka4eCTBO MHULIH, €€ 10C-
TYHNHOCTH U T.1.). Kak mpaBmiio, ObicTpee BCero pa3BUBAIOTCS SIila, TMYMHKU IIEPBOIO BO3-
pacTta ¥ KyKOJIKM, TOTJa KakK JUIsl pa3BUTHS JIMYMHOK CTApIIMX BO3pacToB TpeOyeTcs 3HA4u-
TeJIbHO OoJbile BpeMeHH. OfHAKO Jaxe MPU caMbIX OJAarONpHUSATHBIX YCIOBHUSX CYLIECTBYET
MUHHUMAJIBHBI BPEMEHHOM NOPOT NMPEUMAaruHajabHOTO PAa3BUTHS, KOTOPBIN y IMOJABIISAIOIIETO
OOJIBIIMHCTBA JKYKEJIULl YMEpEeHHO! 30HbI cocTanister oT 1 1o 1,5 mec. Kpome toro, pa3su-
THE TOHAJ y MHOTUX BHJIOB KOHTPOJUPYETCS (POTONEPUO/IOM, BCIEACTBHE YETO PEHpOAYK-
TUBHBIN NEPHUOJ1 T0OBOJIBHO YETKO 0003HAUYEH BO BpeMeHHU. Mcxos u3 3Toro, 3anperéHHbIMU
KOMOMHAIMSIMU  SIBJISIFOTCSL  OMBOJIBTUHHBIE 3MMHE-BECEHHUH, BECEHHMM, JI€THE-OCEHHUH,
OCEHHH, OCeHHe-3UMHUM U 3UMHUIN IUKIBL. Kpome Toro, B MpuHIMIIE HEBO3MOXKHBI JIIOObIE
couyeTaHusi OMBOJILTUHHOCTH U MHOT'OJIETHETO Pa3BUTHSI.

K nacrosimiemy Bpemenu onucaHo 39 BapHaHTOB JKU3HEHHBIX IMKIOB Carabidae, pea-
nusyromuxcs B ycnoBusx 3amannoi [laneapkruku (Tabmuma 2). s ux coxpaméHHon 3amnu-
CH Tpejjaraercs ciefyromas adOopeBuarypa: Nepuo]i Pa3MHOXKEHUS YKa3bIBaeTCs MpPOIMHC-
HBIMH, a TIEPUOJUYHOCTh — CTPOYHBIMU OykBamMu — Bm (BeceHHU MoHOUUKI) wiu JIOp
(JIeTHe-OCEHHMI PelMKI); JUIMTEIbHOCTh OmNpeAessiercs Kod(QQHUIUEHTOM Hepesa MeprHoaoM
pa3MHOxeHUs — Om (OTHOTOAUYHBIA OCEHHUM MOHOUMKI) WK 2n/Ip (IBYXTOJUYHBIN TO31-
He-JIETHUI PELUKII), a KOJIUYECTBO NE€HEpaluii — CTENEHHBIM MHIEKCOM — B.]IZp (OuBOIB-
TUHHBIA BECEHHE-JIETHUI PEeLMKII), KOTOpble HE YKa3bIBalOTCA MpPU 0003HAUYEHUHU OJHOTOUY-
HBIX ¥ MOHOBOJIFTUHHBIX IUKJIOB; KPYIJIbIe CKOOKH CBHIETENBCTBYIOT O (DaKyIbTaTHUBHOM
xapakrtepe 1ukia — (2BJI)p (bakynbTaTHBHO-IBYXTOIMYHBIA BECEHHE-JIETHUN PELMKII), @ UX
oTcyTcTBUE — 00 obsnuratHoM — 2pJIp (00IMraTHO-ABYXTOAUYHbBIN paHHE-JIETHUH PeLUKIT).
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Tabnuna 2. Tumomorus )xu3HeHHBIX 1uKI0B Carabidae 3anaanoii [TaneapKTHKH.

Ne Tun >KM3HEeHHOTO nuKJIa I BI/IIH)I I .HI/ITepaTypHI)Ie HUCTOYHUKHU
OI[HO.]IeTHl/Ie MOHOBOJIbTHHHBIC:
1 | ace3oHHbI A Aphoenops (Cerbaphaenops) cerberus (Dieck) Deleurance-Glagon, 1963, 1967; Deleurance-Glagon, Deleurance, 1964 a-b
2 | 3UMHe-BECCHHHUI PEIMKINYHBII 3Bp Agonum (s. str.) numidicum (Lucas) Santos et al., 1985
3 | pauHe-Becenuuit ademepubiii pe- | pBIp | Amara (Xenocelia) ambulans C. Zimm.
UAKJIAYHBINA
4 | BeceHHHH MOHOIMKINYHBI Bm Bembidion (Talanes) aspericolle (Germ.)
5 | BeceHHMH pEIUKIMIHBIN Bp Dyschiriodes (s.str.) luticola luticola (Chaud.) Burmeister, 1939
6 | BeceHHee-NETHHIM  MOHOIUKIINY- BJIm [Pterosticus (Phonias) strenuus (Panz.)] Lindroth, 1945, 1992; Dawson, 1965; Greenslade, 1965; Murdoch, 1967;
HBII umrora, 1994, Tpymmeaa, 2010
7 | BeceHHEe-JIETHUH PEIUKIMIHBIN BJIp [Anisodactylus (Pseudanisodactylus) signatus (Panz.)] | Kacauaposa, Illaposa, 1971; Ilerpycenko, Ilerpycenko, 1971; Ilyukos,
ITnactyH, 1989; Diinennbepr, 1989; Fazekas et al., 1997; Lovei, 2008
8 | panHe-IeTHUH MOHOUIMKIMYHBIN pJIm [Bembidion (Notaphus) varium Ol.] Ortuflo, Marcos, 1997
9 | paHHe-IeTHUH PEIUKIHIHEII pJIp [Harpalus (s. str.) latus (L.)] Schjatz-Christensen, 1966 a; Tpymmuipiaa, 2010
10 | meTHWI I MOHOIMKINYHBIN JIm [Bembidion (Semicampa) gilvipes Sturm] TpymumeHa, 2010
11 | nmeTHWH PeUUKINIHBIN JIp [Broscus cephalotes (L.)] Geiler, 1956-57; Gorny, 1971; bynunos, 1998; Maranuun, Bynunos, 2003
12 | mo3mHe-NeTHUI MOHOITMKITHIHBII mJIm [Amara (Celia) bifrons (Gyll.)] Larsson, 1939; Lindroth, 1945, 1992; Geiler, 1956-57; Kabacik-Wasylik,
1970; Wusiea, 1983; Bymunos, 1990 a; Neculiseanu, 1994; Desender,
2000; Turin, 2000
12 | mo3mHe-NeTHUH PeIMKIINIHBINA nJIp Pogonus (Pogonoidius) cumanus Lutsh. Matalin, Makarov, 2007, 2008
14 | neTHe-OCEHHUIT MOHOIMKINIHBIH JOm [Olisthopus rotundatus rotundatus (Payk.)] Burmeister, 1939; Larsson, 1939; den Boer, 1977, 1985; den Boer, van
Dijk, 1996, 1998
15 | meTHee-OCeHHMI PEUUKIMIHBIN JIOp [Carabus (Oreocarabus) glabratus Payk.] Henseler, 1938; Larsson, 1939; Lindroth, 1945, 1992; Sturani, 1962;
Greenslade, 1965; Luff, 1969; Crunpaiic, 1961, 1970; Hurka, 1973; Griim,
1975 a-c; Jerum, 1976; Illaposa, Jdymenkos, 1979; Casale et al., 1982;
®deoxtucros, Jdymenkos, 1982; Lindroth, 1985; Kossipes, 1989; Diilge,
1994; Forel, Leplat, 1995; Giinther, Assmann, 2000; Turin et al., 2003
16 | oceHHMI MOHOIMKINYHBIH Om [Nebria (s. str.) brevicollis (F.)] Burmeister, 1939; Gilbert, 1958; Williams, 1959; Heydemann, 1963; Ga-
nagarajah, 1965; Greenslade, 1964 b, 1965; Penney, 1966, 1969; Murdoch,
1967; Thiele, 1969, 1971, 1977 a; Luff, 1972; Manga, 1972; Critchley,
1973; Jorum, 1976; den Boer, 1977, 1979, 1985; Jones, 1979; Andersen,
1984; Kalas, 1985; Zaballos, 1986; Loreau, 1985, 1986, 1987 a; Miiller,
1985, 1987; Alderweireldt, 1987; Nelemans, 1987; Nelemans et al., 1989;
Diilge, 1994; den Boer, van Dijk, 1996, 1998; Fadl, Purvis, 1998; Desend-
er, 2000; Noordhuis et al., 2001; Reitze, 2001; Purvis, Fadl, 2002
17 | oceHHMH peNMKINYHBINA Op Myas (s. str.) chalybaeus (Pall.) Brandmayr, Zetto Brandmayr, 1986; Zetto Brandmayr, Marano, 1996
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18 | mosmHe-ocenuuit 3demepHbiii pe- | mOIp | Curtonotus (S. str.) desertus Kryn.
UAKJIAYHBINA

19 | oceHHe-3UMHUIT MOHOIIMKITUYHBIH 0O3m [Leistus (Pogonophorus) rufomarginatus (Duft.)] Luff, 1972; Loreau, 1985, 1986, 1987a

20 | oceHHEe-3UMHHUI PEIUKITAIHBIN 0O3p [Carabus (Mesocarabus) dufourii Dej.] Cardenas, Hidalgo, 2000

21 | 3UMHUIA MOHOLMKIMIHBIN 3m [Bradycellus (s. str.) harpalinus (Serv.)] den Boer, 1977, 1979; van Huizen, 1979; Desender et al., 1987

22 | 3UMHUIA PEIUKINYHBIH 3p [Pterostichus (Sterocorax) globosus ebenus (Quens.)] | Cardenas, Hidalgo, 1995

(DaKy.]I])TaTI/IBHO OMBOJbTHHHEIE:

23 | Becenne-nernuit monouukmmunsii | (BJ)°m | [Cardiaderus chloroticus F.-W.] Matalin, Makarov, 2007, 2008

24 | BeceHHe-JICTHUH PEIUKINYHbIH (BJ)°p | [Loricera (s. str.) pilicornis pilicornis (F.)] Heydemann, 1963; Kabacik-Wasylik, 1970; Andersen, 1985; Loreau, 1985,
1986; Hymenkor, Yepnsxosckas, 1989, 1990; Makapos, UepHsaxoBckas,
1990; Makarov, 1994; Fadl, Purvis, 1998; Purvis, Fadl, 2002

O61uraTtHo OMBOJILTUHHBIE!
25 | BecenHe-netHmii pemmiumuneii | BJI°p | [Pogonus (s. str) chalceus alticola Antoine] | Paarmann, 1975, 1976 a
(I)aKyﬂbTaTHBHO J.IByXI‘OZ[I/l‘{HLIe:

26 | BeceHHe-JICTHHH PEUUKIMYHBIN (2BJ)p | [Harpalus (s. str.) affinis (Schrank)] Burmeister, 1939; Larsson, 1939; Wusea, 1963, 1965; Briggs, 1965;
Greenslade, 1965; Jones, 1979; dymenkos, 1984; Byaunos, 1990 6, 1998;
Hopodees, 1995; Maranun, 1998 a-6; Illaposa, Kucenés, 1999; Bynmos,
Bbynunos, 2007; Matalin, 2007, 2008

27 | paHHe-ICTHUH MOHOUIMKIMYHBIN (2pJDm | [Asaphidion pallipes Duft.] Lindroth, 1945, 1992; Andersen, 1969

28 | paHHe-NCTHHUH PEITMKIMIHBII (2pJDp | [Chlaenius (Chlaeniellus) vestitus Payk.]

29 | neTHUH peUUKINIHBINA (2J0)p [Pterostichus (Platysma) niger niger (Schall.)] Wallin, 1987, 1989; Illumosa, 1994; Hopodeer, 1995; Hdenucona, 1996;
Ilaposa, [enncosa, 1996 a-6; bynunos, 2002

30 | mo3mHe-IETHUN PEIUKITHIHBII (2nJD)p | [Harpalus (Pseudophonus) rufipes (DeGeer)] Hopodees, 1995; AnekcanmpoBud u ap., 2003; Asraesa, 2006; Huruk,
2007; Tpymmuisiaa, 2010

31 | neTHe-0CEeHHHMI MOHOIMKIMYHBIN (2J1I0)m | [Bembidion (Asioperyphus) lunatum (Duft.)] Andersen, 1969, 1983

32 | neTHe-OCEeHHMH PENUKITHMYHbIN (2J10)p | [Carabus (Megodontus) caelatus schreiberi Kraatz] Brandmayr, Zetto Brandmayr, 1986; Turin et al., 2003

33 | OCeHHMIA pEIMKINYHbIH (20)p | [Carabus (Mesocarabus) problematicus Herbst] Jorum, 1985; Butterfield, 1986, 1996; Sparks et al., 1995

OO0/1MraTHO ABYXTIOAMYHBIE!

34 | paHHe-JETHUH PEIUKINYHBIH 2pJIp | [Cymindis (Tarsostinus) macularis F.-W.] Oununmos, 2007 6

35 | jeTHHMi peNUKINYHBIH 2JIp Amara (Leirides) alpestris A. Villa et G.B. Villa Zetto Brandmayr et al., 1995

36 | mo3jHe-IeTHHI MOHOITMKIMIHBIHN 2nJIm | Bembidion (Blepharoplataphus) hastii C.R. Sahlb. Lindroth, 1945, 1992; Andersen, 1969, 1983

37 | mo3He-NeTHUI PEIUKINYHbIH 2nJIp | Cychrus cordicollis Chaud. Busato, 2009

38 | neTHE-0CEHHMI PENUKIMYHBIN 2JI0p | [Carabus (Procerus) gigas Creutz.] Sturani, 1962; Turin et al., 2003

39 | oCeHHMIA pPEIMKINYHbIHA 20p [Carabus (Procrustes) coriaceus L.] Crumnpaiic, 1958; Hirka, 1973; Arndt, 1989; Diilge, 1994; Turin et al., 2003

[Ipumeuanus: O0BEM aBTOpedepaTa HE MO3BOISIET MPUBECTH UH(POPMALIMIO O BCEX BUIAX, TOATOMY Ka)/bIi U3 BbIIEICHHBIX THIIOB )KU3HEHHBIX IIUKJIOB OXa-
paKTepU30BaH TOJIBKO OJHUM MpUMeEpOM. J[i1st BUZIOB, YKa3aHHBIX B KBAJAPATHBIX CKOOKAX, M3BECTHO O0Jiee OAHOTO THIA )KU3HEHHOTO IIHKIIA.

17




I'TABA 4. UBMEHYMBOCTD KU3HEHHBIX IIAKJIOB CARABIDAE
3ANATHOM ITAJTEAPKTUKHA

3aHI/IMaSI JOBOJIBHO 06H.II/IpHBI€ apcajibl, MHOTMC BHUABI XYXKCJIIUL CTAJIKHMBAKOTCA CO
SHAYUTCIBHBIM TPaJUCHTOM IIOrOAHO-KIMMATHUYCCKUX Q)aKTOpOB, HaKJIaAbIBAOIIIUXCA Ha
JIaHI[IJ_Ia(I)THO-6I/IOTOHI/I‘-IeCKyIO MO3anu4YHOCTb, UTO 3HAYUTCIIbHO YCJIOXHACT aHallu3 BapHaH-
TOB pa3BUTHA. HpI/I N3MCHCHUU yc.]'IOBI/Iﬁ CYLICCTBOBAHUA BHOA Ka)K,Z[I:Iﬁ H3 I1apaMeTpoOB €ro
JKU3HCHHOI'O MKJIa MOXXET BAPbUPOBATH HE3aBUCUMO, OJHAKO Yallc BCCTO HaGJIIOI[aeTCSI on-
HOBPEMCHHOC U COIIaCOBAHHOC U3MCHCHHE Cpa3y HECKOJIBKUX N3 HUX.

4.1. I3MeHYHMBOCTH MPOAOIKUTETbHOCTH PENPOAYKTHBHOIO NMEPHOIA, UJIU Ce30HHOCTH

CpoKu aKTUBHOCTH W CBSI3aHHAsI C HUMH MPOJIOJDKUTEILHOCTh PENPOAYKTUBHOTO TIe-
puoja — OJHM M3 Haubosiee M3MEHYMBBIX MApaMETPOB >KU3HEHHBIX LIHMKIOB HACEKOMBIX
(Danks, 2007). OHu BapbUpPYIOT KaK MPH CMEHE MPUPOTHO-KIMMATHYCCKAX 30H HJIH BBICOT-
HBIX TOSCOB, TaK U B IpeJesax OJHOW U TOM ke MpUpoaHOil 30HbI. [Ipu sTOM paznuuus He-
penKo OOHAPYKUBAIOTCS Jake B TPAHUYALINX MEXIY CO00i OnoTomax.

VY MmHOTrouHcIeHHOTO B JecHoi 30He EBpombl Pterostichus oblongopunctatus (F.) mpo-
JOJKUTEILHOCTh PEIPOJAYKTUBHOTO TIEPUOJa BaphbUPYET B IIMPOKHX Mpenenax. B Msarkom
IPUMOPCKOM Kiumate ['olaHauu OH pa3MHOXKAeTCsl ¢ Havyaa anpens A0 CepeIuHbl aBrycTa
(van Heerdt et al., 1976), B secax TamO0BCKO#1 001acTH — ¢ CEepeaUHBI anpesst A0 KOHIA
utosia (IllapoBa, [lenucora, 1997), B MocKOBCKOM 00J1aCTH — € CEPEIMHBI anpers 10 KOHIA
uIoHs, B 10)kHOM HopBernn — ¢ Havasna mas 1o Hauvana utons (Refseth, 1988), B necax menb-
THI ceBepHOU [[BUHBI — c Havaya utoHsA j0 Hadana urours (Ilaposa, ®ununmos, 2003). Kak
CJIEZICTBHE, B IIMPOTHOM HAIIpaBJICHMH Ha (pOHE OOIEro COKpamieHUs MPOJOJIKHTEIHHOCTH
0€3MOpPO3HOro MEPHOJA BIBOE YMEHbIIAETCS cyMMa dPdeKkTHBHBIX TeMueparyp (¢ 2400°C mo
1200°C), 4T0 HNPUBOJUT K M3MEHEHUIO PENPOAYKTUBHOIO MEPHOJA C BECEHHE-JETHENO Ha
paHHe-NIeTHUI. B T0NTOTHOM HanpaBiICHHH HapacTaHUE KOHTUHEHTAILHOCTH U YMEHBIIICHUE
BIUsSHUS [onbdcTprma npu yCUICHUH BIUSHUS apKTUYECKUX BO3AYIIHBIX Macc Takxke 00y-
CJIaBJIMBAET CMEILIEHUE CPOKOB PENPOYKIIUH C CEPEIUHBI — KOHIIAa BECHBI Ha Ha4yaJIo JieTa.

VY BHUJIOB, HaCeISIOMIMX pa3HOOOpa3Hble MECTOOOUTaHUs B IMpejaenax €IMHOTO JaH/-
mradra, peHomorndIeckass U3AMEHIHMBOCTh MOXKET OBITh BRIpaXKEHA HE MEHEE YeM B Pa3IUIHBIX
MPUPOTHO-KIMMATHYeCKUX 30HaX. OJMH U3 Hanbosee OOBIYHBIX B CTEMHON M MOJTYMYCTHIH-
Hoii 3oHax Bug — Calathus ambiguus (Payk.) — B IIpusnbroHbe HacessUT BCe 30HATbHBIC U
OOJBIIYI0 YacCTh a30HANBHBIX OHOTOMOB. [Ipy 3TOM, MPOAOIKUTETHHOCTH SCTHUBAIMOHHOMN
UMaruHAJILHOW MMapanay3bl U penpoAyKTUBHOTO MEPHOIa 3aKOHOMEPHO MEHSUIHCH B TPAIHCH-
T€ apuau3allii. B MONBIHHBIX U TMOJIBIHHO-3JIAKOBBIX OMYCTHIHEHHBIX CTEMAX Ha TMJIaKopax
KPYIHBIX PEK BCIUIECKH AKTUBHOCTHU, pa3/iei€HHbIE JIUTENbHBIM (10 2 — 2,5 MecsieB) me-
PHOJIOM ACTHBAIIUY, HAOMIOANKNCh B HAaMOOJee BIaXXHOE U MPOXJIAJHOE BpeMs — C Haudaja
Masi TI0 KOHEI[ UIOHS M ¢ KOHIIA aBr'YCTa 10 CEPEINHY OKTIOpPs. PerpoaykTHBHBIN TIepHOI TpU
ATOM 3aHUMal He Oosiee 3 mekaj, MPUXOAsICh Ha CepeHy OCeHHU. B moHmkeHusX penbeda u
YBIQKHEHHBIX OEpEroBbIX CTAlMAX Oyiarojgaps 3HAUUTENbHO 0ojiee KOM(POPTHOMY PEXUMY
YBJIQKHEHUS TPOJAOJKUTENILHOCTh SCTUBAIMOHHON Mapamnay3bl He TpeBblnana 3 —4 JeKkaf,
BCIUICCKH aKTHBHOCTH OBUTH 0OJiee MPOJIOJDKUTEIIBHBI, a PeIPOTyKTUBHBIA TIEPHO, TTPOIO0II-
JKaBIIIMICS C KOHIIA JIeTa 10 Havaja OCeHHU, 3aHMMall He MeHee 5 nekan. [IpuunHa sToro Kpo-
€TCS B TOM, YTO y BHJIOB C KOPOTKOIHEBHBIM THIIOM Pa3BUTHS MPOJIOJDKATEIBHOCTh 3CTUBA-
[IUU KOPPETUPYET C JUIMHON THS U TeMmrepaTypoil Haubosee xapkoro Mecsua. [Ipu stom ak-
TUBHOCTbH 3aTATHBACTCS JIO TEX IOP, IOKA He MUHYET OMACHOCTh TEIJIOBOH CMEPTH KaK HAYH-
HAIOIIMX Pa3MHOXCHUE UMaro, Tak U OTKJIaJIbiBaeMbIX UM sl (Macaku, 1972).

4.2. I3MeHYHBOCTh KOJHYeCTBA reHepanuii, Ny BOJbTHHHOCTH

Cpem/l KYKEINL BCTPECHACTCA OYCHb HEMHOI'O ITOJMBOJIBTUHHBIX BHJIOB, 0COOCHHO
O0JINTaTHO IMOJUBOJGTHHHBIX. HpI/I 3TOM JaXXC€ B CaMbIX 6J'IaFOl'IpI/I$ITHLIX YCJIOBHUAX B UX I1O-
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NyJSIIUAX pa3BUBAETCsl HE Oosiee ABYX MOKOJICHUH, U OOBIYHO TOJBKO YacTh ocoleil rouep-
Hell reHepalny pa3MHOKAETCs B TEKYIIEM CE30HE.

B wacTHOCTH, B CTENHOM 1 NOJyIMycThIHHOW 30Hax EBponbl Stenolophus mixtus Herbst
Ma€T JBa MOKOJICHUs. 3MMOBABIIHUE KYKH PA3MHOXKAIOTCS ¢ Hadaja Masi 0 CEpeIUHbI UIOHS.
C KOHIIa MIOHS OTMEUAIOTCs NEPBbIe IOBEHMIBHBIC, @ 3aTeM U UIMMaTypHbIE OCOOM HOBOMH re-
Hepauuu. VX pasmHOXeHHe HaOJroJaeTcs ¢ Hayaja MIoJA J0 cepeluHbl aBrycra. K koHiy
nepuoja akTUBHOCTH B MONYJISLUN PETUCTPUPYIOTCSI UMMaTypHbIE, T€HEPATUBHBIE U I1OCTTE-
HEPAaTHUBHBIE OCOOM, OJIHAKO C 3UMOBKHU B CJIEIYIOIIEM T'OAY BBIXOJSAT TOJIBKO MMMATYpHBIE
MMaro, NpeACTaBIAIOIME J0UEPHEE U BHYYATOE OKOJIEHHUS.

Takum 00pa3oM, mpu UIUTEILHOM 0e3MOopo3HOM mepuoe (oxkosto 320 aHeit) u 60JIb-
ol cymme ¢ dextuBHbIx Temmepatyp (3200°C) xu3HeHHbIH UK S. MIXtUS peannu3yoTes
KaK OuBOJbTUHHBIN (Matanus, 1997 B). JlaHHBIe TaO0OpaTOPHOTO pa3BEACHUS MO3BOJISIFOT I'O-
BOPUTH O Pa3MHOXKEHHH, 10 KpalHel Mepe, 4acTH 0co0ei JOYepHero MOKOJICHUS B TEKYILEM
cezoHe. CpOKHM PEerucTpaluu JUYUHOK MEPBOTO BO3pacTa CBUAETEILCTBYIOT O TOM, YTO pe-
IPOAYKTUBHbBIE NTEPHOJIBI Y 0COOEH MAaTEpPUHCKOM U JOUEpHEW reHepaluii epeKpbIBaloTCsA Ha
30-40%. Ilpu cokpalieHun IPOIOJDKUTEILHOCTH Oe3mMopo3Horo rnepuoaa (mo 110 gHei) u
CHIJKEHHH CyMMBI 3(dekTuBHbIX Temmeparyp (mo 2000°C) B mHOm30HE XBOWHO-
HIMPOKOIMCTBEHHBIX JIECOB, YKU3HEHHBIN UK S. MIXtUS peasn3yercst Kak MOHOBOJIbTHHHBIH.

BUBOIBTUHHOCTD HEPEAKO MPOSIBISCTCS JIMIIL B OTIACIBHBIX MecrooOuTanusx ([y-
mieHkoB, YepHsxoBckas, 1989, 1990) uiu B Hanbosiee GIAronpHsITHBIC 1O MOTOJHBIM YCIIO-
BusAM rojiel (Makapos, Uepnsaxosckas, 1990). Tak, B 1980 r. B noiime p. Oxu Ha mosisx, 3aHs-
TBIMH MHOTOJICTHHMH TpaBaMH, [MOCEBAMH 3E€PHOBBIX W IIABeJeM, B MOMyJsiusx Loricera
pilicornis (F.) perucrpupoBaioch 1B€ BOJHBI YIOBHCTOCTH JINYMHOK, TOT/Ia KaK Ha MPOMAIl-
HBIX KYJbTypax U B TpaHUYALIEM C IOJSMHU OBpare — TOJbKO oAHa ([ymeHkoB, YepHsaxoB-
ckas, 1989, 1990). Oto ¢ GoabIION q0JIel BEPOSITHOCTH MOXKET CBHJICTEIBCTBOBATH O TOM,
YTO B TPEX MEPBIX CIy4yasX B TEUCHHE CE30HA YCIIEBAET Pa3BUTHCS JBE I'€HEPALUU, TOTAA KaK
B JIBYX MOCJEIHUX — BCETO OJHA.

CornacHO TEOPETUYECKUM OLIEHKaM, Y HaCEKOMBIX OMBOJBTUHHBIN KU3HEHHBINH LIUKII
B UCXOJHO MOHOBOJBTUHHOW IMOMYJALUU MOXET MOSBUTHCS M YCTOWYMBO MOJAEPKUBATHCS
TOJIBKO B TOM CIJIy4ae, €CJId J0Js HE3aBUCUMOIO OT IJIOTHOCTU T'OJ0BOIO MPHUPOCTA YUCIIEH-
HOCTH 3a CYET BTOpPOW IeHepalMM IMPEeBBIIIAET BbDKUBAEMOCTH JAMANAy3UPYIOIIUX 0CO0eH,
pasBuBaronuxcs B oauoi reaepanuu (Murdoch, 1966; Taylor, 1980; Roff, 1983; Sota, 1988).

4.3. U3MeHYNBOCTH 00I1el MPOAOIKUTETbHOCTH PA3BUTHS, HJIU TOAHIHOCTH

Jlo HenaBHEro BPEMEHH CUUTATIOCh, YTO B OPJAMHAPHBIX YCIOBUSX KU3HEHHBIC ITHKIIBI
OOJIBIITMHCTBA BUJIOB KYXKETHUI[ PEATM3YIOTCS KaK OJHOTOAUYHBIC. [lepexos K ABYyXTOIUYHO-
MY Pa3BHUTHIO, KaK MPaBUIIO, 00CYKIalCsS B IIMPOTHOM WJIM BBICOTHOM T'paIUeHTE U paccMaT-
pUBaJICS KaKk BaKHEWINAs aJanTanys K CYIIECTBOBAHUIO B BBICOKHX IMMpOTax (DwiHIIios,
2000, 2007, 2008; [apoa, ®ununmnos, 2001, 2003) unu Beicokorophsix (Xobpakosa, 2002;
Xobpaxona, [1lapoa, 2005; [llapoBa, Xobpakosa, 2005; Moponmoe, Xoopakona, 2010).

CrnemyeT OTMETUTH, YTO TOJUYHOCTH KM3HEHHOTO IUKIA BapbHPYeT KAaK y HIMPOKO
pactpoCcTpaHEHHBIX, SKOJOTUYECKH TUIACTUYHBIX ITOJTM30HATBHBIX BUOB, TaK M Y OTHOCH-
TEJILHO CTEHOTOIHBIX BHIOB. Tak, s TepmoduisHoro Broscus cephalotes (L.), mpeanoun-
TAIOIIETO OTKPHITHIC JTaHAMA(THI ¢ JETKUMHU TIOYBAMH, Ha TIPOTSHKEHUH BCETO apeaya Xapak-
TepHA KaK JIMYMHOYHAS, TaK U UMarvHanbHas Auanay3a. [Ipy 7ToM B I0KHBIX palloHax 3UMY-
0T UCKJTIOYUTEIHHO 0COOU MpaITypHbIX T€HEPAIlHii, a B CEBEPHBIX — HETOJIOBO3PEIbIC KYKH,
OTPOJMBIIKECS B MPOIIEAIIEM Ce30He. B MOMyMyCTBIHHON U CTEMHOM 30HaX €ro >KM3HEHHBIN
IIUKJT peaTu3yeTcsl Kak OJHOTOIMYHBIN, B JIECOCTEH — KaK (PaKyJIbTaTHBHO-BYXTOTUIHBIN
(Maranun, byaunos, 2003), a B cpeaneii Taiire — Kak o0IUTaTHO-IBYXTOIWYHBIN (Dumum-
nos, 2008).
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JlaHHBIE O CO3pEBaHMM TOHAJl, MOJIyYCHHBIC B J1A0OPATOPHBIX YCIOBHUSX M IMOJATBEP-
XK/IEHHBIC TOJIEBBIMU COOpaMH, UMEIOTCS TOJIBKO i pacnpocTpaHéHHoro B CeBepHoil Ad-
puke u Ha bimmxHem Boctoke Broscus laevigatus (Dej.). Ono He 3aBucHT oT (hoTOonepuoa,
HO B 3HAUUTEJIbHOW CTENEHH, TAaKXKe KaK U Pa3BUTUE JMUYMHOK, KOPPEKTUPYETCs TeMIepary-
poii (Paarmann, 1973, 1974). OcoGeHHOCTH CE30HHBIX U3MEHEHUH JeMOrpauuecKoro CreK-
Tpa MOy YKa3bIBAIOT, 4TO co3peBaHue roHa y B. cephalotes npoucxoaur anamornvso.
OTO0 MO3BOJISIET CBA3ATH IIMPOTHBIM TPEHJ U3MEHEHUS TOAMYHOCTH €0 KU3HEHHOIO LUKJIA C
YMEHBIIEHHEM CyMMBI 3QQEKTUBHBIX TeMrepaTyp — ¢ 3200°C B MONYIYCTBIHE U CTENH JIO
2300°C B necocrenu u 1400°C B cpenneit Taiire (mo Mopososa, 2008) — u, Kak cieJIcTBUE,
CO CHMIKEHHEM TeII000eCIeUeHHOCTH 3aHUMAEMbIX UM MECTOOOUTAHUIM.

BwMmecte ¢ Tem, o0mias mpoAoKUTENFHOCTh Pa3sBUTH 0cO0ei HEpelKo BapbUpYeT B
npezenax oAHON NPUPOAHO-KIMMATUYECKON 30HBI, B PE3yJIbTaTe YEro, KU3HEHHbIH UK BU-
Jla MOYKET PEaJIM30BaThCS M0-PAa3HOMY B MOIYJISALMSX, 3aHUMAIOLIUX pa3Hble, IOPOW I'PaHU-
Yarnme Mex 1y co00i OMOTOIIBI.

B ycnoBusix MOCKOBCKOW 00JIacTM Ha T0JIe MHOTOJICTHUX TpaB >KU3HEHHBIN ITHKII
Pterostichus niger (Schall.) peanmusoBaincst kak OJHOrOAMYHBIN C JETHE-OCCHHUM Pa3MHOKeE-
HUEM, a B COCEJTHEM C HUM €JIbHUKE — KakK (PaKyJIbTaTUBHO-ABYXTI'OJAMYHBIN C JIETHUM pa3-
MHOkeHueM (YepHsaxoBckas, 1990). Habnrogaembie pa3auyus B 3HAUUTEILHON CTECIICHH CBSI-
3aHbl C MUKPOKJIMMATUYECKUMU YCIOBHSIMH, W, MPEXKJE BCEro, ¢ TEMI000ECHEYEHHOCTbIO.
M3BeCTHO, YTO OTKPBITbIE MECTOOOMTAHUS MPOrPEeBAOTCS 3HAUYUTENBHO Jydlle, IO CpaBHe-
uuto ¢ necamu (Karlsson, van Dyck, 2005). B LlenTpanbHO-JIECHOM 3alIOBETHHKE B KOPESHHBIX
eNbHUKaxX Temreparypa B cpeaneM Ha 1°C Huike, 4eM B MENKOJMCTBEHHBIX Jiecax, n Ha 4°C
HUXKE, 10 CpaBHEHMIO ¢ Oe3necHbIMU npocTtpaHcTBamu (Cananepckuii, I[lyzauenxo, 2009). B
oKpecTHOCTsIX nocénka Hangoma (Apxanrenbckas 00J1.) 32 UIOHb — CEHTAOph TemIlepaTypa B
psity OepesHsiK — BIaKHbIN JIyT — CyXOH JIyT MoBblmaiack B cpexrem Ha 1,1°C u 4,4°C, co-
otBeTcTBeHHO (Jlomatuna u ap., 2009). Kak pe3ynbTar, B paCCMOTPEHHBIX PsiIax 3aKOHOMEp-
HO MEHSIOTCS cyMMa 3(QQEKTHUBHBIX TEMIIepaTyp U 00Iasi MPOJIyKTUBHOCTb SKOCUCTEM, UTO
HEINOCPEJICTBEHHO OTpakaeTcs KaK Ha MPOJOJDKUTEIBbHOCTH Pa3BUTHS NPEUMaruHaJIbHBIX
CTa/Iuii, TaK ¥ Ha TEMIIaX CO3peBaHus U peakTuBanuu ronaa Carabidae.

[TockonbKy KIMMaTHYECKHE MapaMeTphbl BAPbUPYIOT I'OJ OT Tofa, FOJUYHOCThH >KH3-
HEeHHbIX 1MKI0B y Carabidae B oMHOM M TOM K€ MECTOOOMTAHHU MOXKET 3aKOHOMEPHO Me-
HATHCS B TeUEHUE psifa jeT. B /laHuu B rofsl ¢ OTHOCUTENBHO KPAaTKOM 3UMOM M paHHEW TEN-
JI0i BeCHOM XM3HEHHBIE IUKIBI P. niger u P. melanarius peann3yrorcst Kak OJHOTOJUYHBIC.
OmHako mpu TPOIOJDKUTEIBHOM 3UME U XOJIOIHOM 3aTSHKHOM BECHE WX JKU3HEHHBIC IIUKIIBI B
TeX € CaMbIX MECTOOOUTAHUAX TPAHCHOPMHUPYIOTCS B OOIMraTHO-IBYXTIOAMYHBIE (Jorum,
1980). AHayormyHble 3aKOHOMEPHOCTH OBUTM OTMEUCHBI B momyssinusax P. melanarius, nace-
JSIFOINMX Pa3InYHbIe BAPHAHTHI JTYTOBBIX (PUTOLIEHO30B OKCKOM moiimMel (TpymmubiHa, 2010).

4.4. Bapua6eJbHOCTH CPOKOB KH3HU U MOBTOPSIEMOCTb PeNpoOAyKIHH

[ToBTOpsieMOCTh PENPOAYKIIMHU, CBSI3aHHAsA C OOIIEH MPOJOHKUTEIBHOCTHIO KU3HU
UMAaro, MOXeT ObITh KOJMYECTBEHHO OXapaKTepu30BaHa J0Jeil ocobOeil mpallypHbIX TeHepa-
nui. [lo HaImMM JaHHBIM B TOMYJISIIIASIX PA3IMYHBIX BUJIOB JKYKEIIUI] OHA KOJIEOIETCS B IIIH-
POKHX Ipeesnax.

B uyacTtHOCTH, B YCJIOBHMSX TMOJYNYCTBIHHOM 30HBI OHAa BapbUpyeT OT
0,5-1,5% no 45%. [laxxe y OHOTO U TOTO € BUAA JOJS MPAITypOB MOXKET CYIIECTBEHHO OT-
JINYaThCsA B Pa3IMYHBIX MecTooOuTanusax. Tak, B JIOKAJIbHBIX MOMYJISAIHUAX Carabus bessara-
bicus concretus F.-W, Hacenstomumx IUIaKOPHBIC MOJIIHHBIC W TOJIBIHHO-3JIAKOBbIC OMYCThI-
HEHHBIE CTenu, oHa He mpeBbimana 10%, B 37aKOBO-pa3HOTPABHOW CTEMH YBEIMYHUBAIIACH
noutu 110 22%, a B MOJACKIOHOBOHM 3amajJuHe CO 3JaKOBBIM Pa3HOTpaBbeM gocturana 32%.
Emé 6omnee nokazareabHO M3MEHEHHE JOJIH “‘CTapblX”’ CaMOK — B CYXUX IOJIBIHHBIX CTEISX
OHU HE BCTPEUYAINCh, HA YYaCTKaX 3JaKOBO-PA3HOTPABHBIX CTEIEN MX JOJISI COCTABJISAJIA YET-
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BEPTh OT OOIIEH YHCIEHHOCTH BU/Ia, 4 B TIOJICKIIOHOBBIX 3amaguHax — mnpesbimana 30%.

PaccmoTpenHbie TpUMeEphI MMO3BOJISIOT CBs3aTh HM3MEHEHHE JIOJIM IPAIlypoB, I10
MEHbIIIEH Mepe, C IBYMs IpaJiIieHTaMHu.

[TepBriii, HanboJIee OUEBHUIHBIN, CBSA3aH CO CTENEHBIO apUAU3AIlMd MeCToOOuTaHu. B
MIOJTHOM DSy OMOTOIOB CYXHE OIYCTHIHEHHBIC CTEIH XapaKTePU3YIOTCSI HAUOOIBIINM YPOB-
HEM HMHCOJSIIIUUA, MAaKCUMAaJIbHBIMH TEMIIAMH BBITOPAHHUS TPABSHHCTOW PACTUTEIBHOCTH, H,
KaK CIIe/ICTBUE, HAMOOBIIUM JAe(PHUIIUTOM BO3IYIIHO-KANEIbHON U MMOYBEHHOU Biaru. Mimen-
HO B 3THX CTAIMAX JOJsS MPanypoB B 2—3 pa3a MEHbIIIE, YeM B OCTAIBHBIX MECTOOOUTAHUSIX.
HampotuB, ux MakcUMyM oOTMeuaeTcsi B HambOoliee Me30(UTHBIX BapHAHTaX 3J1aKOBO-
Pa3HOTPaABHBIX CTENEH M B MPAKTUYECKHU MOCTOSHHO YBIIAXXHEHHBIX, XOTS M 3HAYUTEILHO 00-
Jiee 3aCONEHHBIX, MPUOPEKHBIX MECTOOOUTAHHMSIX.

Bwmecte ¢ Tem, u3MeHeHHE 10 “‘CTapbiX”’ 0COOCH MOKET OBITh CBSI3aHO U CO CTEIe-
HbIO AaHTPONOTEHHOM Harpy3ku, B JAaHHOM Cllyda€ — C MHTEHCHUBHOCTBIO BhINMaca. Tak, Ha
BBITIACAEMBIX YYaCTKax IMOJIBIHHBIX U IMOJBIHHO-3JIAKOBBIX OITYCTHIHEHHBIX CTEINEH J0JIs1 0CO-
Oeil mpalypHbIx reHepanuii He npessimaeT 10%, Toraa kak Ha NPaKTHYECKH HEHAPYIIEHHBIX
y4acTKax 3J1aKOBO-Pa3HOTPABHBIX cTenei qocturaet 32%.

Paznuunst B qone ocoOelt mpanrypHbIX reHepaiuii, HepeaKko B CMEXHBIX OMOTOMax, Mmo-
3BOJISIIOT HE TOJIBKO OLIEHUTH COCTOSIHHE JIOKAIBHBIX MOMYISALUUNA, HO U MPOTHO3UPOBATH UX
nanpHeimyo cynp0y. Tak, momymsuuu C. bessarabicus concretus, cyiecTByrolye B yciio-
BHSIX TIEpPEBBINAca, HEe TOJIbKO OTIWYAIOTCS OTHOCUTEIBLHO BBICOKOW YMCIICHHOCTBIO, HO M CO-
XPaHSIOT MOJHOLUEHHYIO JeMorpaduueckyro cTpykrypy. OgHaKko He3HauuTeIbHas JOJs Tpa-
IIYPOB, HEPEJIKO MPH MOJHOM OTCYTCTBUHU “‘CTapbIX’ CaMOK, MOXKET PAaCLIEHWBAThCSA KaK He-
OJ1aronpuATHBINA IPU3HAK, CBUIETENbCTBYIOLIUI O OOIbIIEM YPOBHE MEKIOJJOBBIX KOJICOaHUM
YUCIICHHOCTH |, CJICAOBATEIBHO, O OOJIBIICH YI3BUMOCTH MOMYJISIIIN B HECTAOMIIBHBIX YCIIO-
BUSAX, CKJIAJIBIBAIOIINXCS B PE3YJIbTAaTe XO35IIICTBEHHOI'O OCBOCHUS MECTOOOUTAHUH.

4.5. Bapua6ebHOCTh penpoayKTHBHOro noteHnuana y Carabidae

B03MOKHOCTh MOBTOPHOTO pa3MHOKEHHUsI 0cOoOel 3aMETHO BIIMSET Ha PENpPOAYKTHB-
HBI TTOTEHIIMAT MOMYNISINH. Y4YacTUE B Pa3MHOKEHUHU CaMOK MPAIIypHBIX TeHepaluil Haps-
Iy C caMKaM{ MOJIOJIOTO IMOKOJIEHUS HE TOJBbKO YBEJIWYMBAET KOJIMUYECTBO MOTEHIIMAJIBHBIX
MOTOMKOB MJIM KOMIIEHCHPYET MX MOTEpU, HO U MOBBIIIAET FeHETHYECKOe pazHooOpas3ue Jo-
KaJbHBIX TOMYJISIMKA 3a cuéT nepekombunarmu awtencit (Niehues et al., 1996; Baumgartner
etal., 1997; Hockmann et al., 1998).

Tak, y obcyxxnaBmierocst panee B. cephalotes na mpoTsbkeHnu Bcero apeana Kak cpe-
Hee, TaK U MaKCHMaJbHOE KOJIMUYECTBO SHIl Y PA3MHOXKAIOIIUXCS B O0jiee paHHHE CPOKH 3U-
MOBABIIMX CAMOK (BHE 3aBUCHUMOCTH OT IPUHAJUIEKHOCTU K KaKOH-1100 reHepaium) 1 y ca-
MOK, OTPOJUBIINXCS U3 3UMOBABIINX JMYUHOK, 32 PEIKUM HCKIIOYCHHEM, HE Pa3INyanoch.
Bwmecte ¢ Tem, BKJIag caMOK pa3HBIX MOKOJICHWM B OOIIYIO SHIEMPOAYKIIUIO TOMYJISIUN 3a-
KOHOMEpPHO MEHSETCS B IIMPOTHOM TpajJiieHTe. B MoymycThiHE M CTENMU OTPOXKAAIOIIUECS U
BIIEPBHIE PA3MHOXKAIOIIMECS B TEKYIIEM CE30HE 0COOM OTKIaIbIBatOT okoio 70% Bcex swuil,
TOT/Ia KaK B JIECOCTEIHOM 30He Ha UX JOJI0 NPUXOAMUTCS HE Oojee MOJIOBUHBI, @ OCTaBIINECS
OTKJIaJIbIBAIOT 3MMOBABILKE BIEPBbIE PA3MHOXKAIOIIUECS CAMKH, OTPOAMBIIMECS B MPOIIE-
meM cezone (Maranun, bynunos, 2003). B cpenneil Taiire npakTHUeCKH BCIO SHIETPOTYK-
LU0 MONYJSAIUN 00ecTIeYnBalOT IMEHHO 3UMOBABIIIKE HETIOJIOBO3peNbIMU caMKu (Duunmo-
Ba, 2008).

[Tpu HamU4IMK 30HATBHBIX TPEHJIOB CIIEIYEeT YIUTHIBATh, YTO KAK MaKCUMaIbHOE, TaK U
CpeaHee KOJMYECTBO SIUIl MOXKET Pa3IMuaThCsl Y CAMOK pa3HbIX TeHepalliii Jake B COCETHUX
ounotomnax. Takast kaptuHa HaOmoganacs B 2007 r. B momynsusax Pogonus transfuga Chaud.,
HACEIAIOIINX Pa3IUYHbIe MECTOOOMTAHMSI BJIOJIb TIpaBoro Oepera peku Xapol. B TpocTHHKO-
BBIX 3apOCISX KaK MaKCHUMAaJbHOE, TaK U CPEIHEE YUCIIO SIMI] Yy CAMOK MaTEpHUHCKOM reHepa-
MU OBLJIO IOCTOBEPHO BBIIIE, IO CPABHEHHUIO C CAMKaMH MpallypHbIX reHepaiuii. [Ipu aTom,
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BKJIaJ] CAMOK MAaTEpPHHCKOW TeHepaluu B OOIIYI0 SHMIETPOIYKIIUIO TOIMYJSIIHA COCTABHII
88%. Ha BiaxxHoM OeperoBOM COJIOHYAKE, PACIOJIOKEHHOM B 250 M OT TPOCTHHUKOBBIX 3a-
pociield, TOCTOBEPHBIX pa3IMYUi B CpPEAHEM KOJUYECTBE SIMI] Y CaMOK, Pa3MHOKaBIIUXCS
BIIEPBBIE U TTIOBTOPHO, BBISBIIEHO HE ObL10. KpoMe Toro, cyMmMapHOE KOJMYECTBO SUIL Y CAMOK
MaTEPUHCKON W MPAITypHBIX T€HEpaIllMii 0Ka3aJI0Ch MPAKTHYECKH PaBHBIM — HX BKJIAJ B 00-
HIYIO SIAIENTPOAYKIIMIO TonyJsiiuu coctaBmi 48% u 52% (Matalin, Makarov, 2008).

OnHOM 13 BO3MOXHBIX IPUYUH PA3JIMYHi, KaK B a0COMIOTHBIX MOKA3aTENSIX KOJMIECT-
Ba SMIl, TAK ¥ BO BKJIaJIC CAMOK Pa3HBIX I'€HEPAIMi B OOIIYIO SULETPOAYKIIUIO MTOMYJISIIHH,
MOXET OBITh CTa0MJIBHOCTh MECTOOOMTaHHH. TPOCTHUKOBBIC 3apOCid B OONBIICH CTEMEeHU
MTOABEPKEHBI MMEPUOANYCCKUM TOJATOILUICHUSM: BECHOH — B pe3yjbTaTe CHETOTasHbs, a Jie-
TOM M OCEHbI0 — M3-3a MOBBIIICHUSI YPOBHS BOJbI IPU HAarOHHOM BeTpe. beperoBoit cosoH-
Yak, HaIPOTHUB, MMOATAIUIMBACTCS TOJILKO B Hayaje BECHBI, ITOCIIEC YET0 €ro TUAPOPEKHM OCTa-
€TCS OTHOCHTEIBHO CTAOHUIIBHEIM.

4.6. Peasum3anus ;ku3HeHHBIX 1uKJI0B y Carabidae
B IPOCTPAHCTBEHHO-BPEMEHHOM KOHTHHYYMe

brarogapsi BapuabenbHOCTH JKM3HEHHBIX IMKIOB MHorue Buubl Carabidae nepemxo
HACEJIAIOT IMIHUPOKUI CIIEKTP MECTOOOUTAHUHN KaK B MpeJesiax OJHOM, TaK U HECKOJIbKHUX MPHU-
POIHO-KJIMMATUYCCKUX 30H. [Ipy HATMYHMK MOTSHIIMATBHO MPUTOIHBIX JIJIS 3aCEICHHSI CTAIlUN
BOXHEHIIMMHU JIMMUTUPYIOIUMHU (PaKTOpaMu B HUX OydyT TEIIOOOECHEUEHHOCTh, a TaKKe
HAJIMYUE M Ka4eCTBO KOPMOBBIX pecypcoB. B Macmrabax emuHoro maHamadTa WIH OTACTb-
HOM MPUPOTHO-KIMMATUYECKON 30HBI BUJ OYyIET 3aceisiTh BCE MECTOOOMTAHUS, IMapaMeTphl
KOTOPBIX IMO3BOJISIIOT B TOM HJIM HHOM BapUaHTE Peaii30BaTh €ro KU3HEHHBINA mukir. Hemoc-
TATOK WJIM TIEPEeH30BITOK TEIUIA, TAKXKE KaK M HU3Kask TPOMHOCTH CPE/Ibl, OTPAaHUIMBAIOT Mpe-
JIEJIbI paclpoCTpaHeHHs BUJa B TOHM K€ Mepe, Kak U MOJHOE OTCYTCTBHE MOTEHIIUAIBHO MPHU-
TOJTHBIX JIJISL 3aCEJICHHSI CTAallui. B TakuX ciiydasx BHIIbI 3aHUMAIOT CXOJIHBIC IO YCIIOBUSM, HO
pa3jnyHble MO T'eHE3UCYy MECTOOOUTAHHs, YTO COOTBETCTBYET MHpPaBHIY ‘‘CMEHBI CTalluii’
(beii-buenko, 1966) u monoxxeHusiM 3akoHa “‘BeipaBHUBaHUs cpenbl” (UepHos, 1974).

Tak, mmpoko pacrpoctpanénubiii B EBpasun Pterostichus melanarius (lll.) Bxoxur B
COCTaB sijpa KapaOuIOKOMILJIEKCOB 30HAIBHBIX JIECOB OT JIECOCTEIH JI0 cpenHen tauru. On-
HAKO B CEBEPHOI Taiire B XBOWHBIX JiecaX OH HE BCTPEYaeTcs, a HacelNseT MOMMEeHHbIE U BTO-
pUYHBIE MEJIKOJUCTBEHHBIC Jieca, a TaKXkKe CYXOJoJbHbIe U moiiMeHHble styra (LllapoBa, ®u-
munmoB, 2003; ®unumnmos, 3e3uH, 2005). 310 cBsA3aHO ¢ 0OJee BBICOKOM TermooOecreueH-
HOCTBIO TOWM, OCOOCHHO B Hayajie U KOHIIE BereTaloHHOro nepuoaa (Aradonos, Masena,
2001; Aradonos, 2009), Mo CpaBHEHHIO C XOJOJHBIMUA 30HAJBHBIMUA XBOWHBIMU jiecamu. B
CTEISAX U3-3a OTCYTCTBHS 30HAJIBHBIX JICCHBIX co00MIecTB, P. melanarius 3anuMaeT ux aHao-
TH B MOMMAaxX KPYIHBIX PEK U 3a1ecéHHbIe Oepera MOCTOSIHHBIX BOJIOTOKOB Ha miakopax (Ma-
tanuH, 2006), a Takke mIogoBsie caabl (Dhnensoepr, 1989) u kpynusie necononocs (boxos-
ko, 2006). Kpome TOro, oH BBIXOJUT HA MOCEBBI 36PHOBBIX U MHOTOJIETHUX TpaB B MOWMax,
JUIIb CIIOPaJWYecKH BCTpevasich B IJIaKOpHbIX arponeHos3ax (Kapmosa, 1984). B nannom
cinydae 3¢ (deKT moitmM mposiBisieTcs B MOAJAEpKaHUU Ha 0oJiee BRICOKOM YPOBHE, MO CpaBHE-
HUIO C CyXHUMH 30HAJBHBIMH CTAI[USIMU, BIIAXKHOCTH BO3/yXa M IOYBBI, YTO B 3HAYHTEIHHOU
CTETICHH KOMIIEHCUPYET BIHUSIHUE BHICOKHX TEMIIEpaTyp.

CrnemxyeT OTMETHTBh, 4YTO Ha TMPOTSHKEHUU BCErO apeajia  KU3HCHHBIA UK
P. melanarius 3naunrtenpHo BapbupyeT. OCHOBHBIMH TTapaMeTpaMH, 3aKOHOMEPHO H3MEHSIIO-
NIMMHCS B IMAPOTHOM HAIPABJICHUH, SBJSIOTCS CPOKH PEMPOAYKIIMHA W OOIIAs MPOJIOJIKH-
TETHHOCTh Pa3BUTHS 0cobOei. OHAKO aHAJOTUYHBIE 3aKOHOMEPHOCTHU MPOCIIESKUBAIOTCS U B
3HAYUTEIIbHO MEHBIIMX MacIiTabax, HalPUMEp, B Py Pa3IMYHBIX 10 COCTaBY U T'€HE3UCY
OMOTOMOB B MpejeNax OJHON MPUPOAHO-KIMMATHUECKON 30HbI, WM B OJHOTUITHBIX (QUTOIE-
HO3aX — Pa3JIUMYHBIX THIIAX JICCOB WJIH IIOWMEHHBIX JIYTOB, U JIa)KE B OJTHOM U TOM K€ OMOTO-
nie B pasHbie rojsl (Puc. 2).
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Puc. 2. 3onanbHO-cTanMagbHbie 0COOCHHOCTH pactpeaencHust P. melanarius
1 BapHAHTHI peaM3alliH €ro XHU3HEHHOTO IHKJIa
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IlosnydyeHHbIE TaHHBIE CBUIETENIBCTBYIOT O TOM, YTO B yclIoBUAX 3anaaHoi Ilaneapk-
TUKH XU3HEHHbIe 1UKIbl Carabidae peanusyroTcs B CIOKHOM MPOCTPAHCTBEHHO-BPEMEHHOM
KOHTHHYyMe. BakHYIO pOJib MPU 3TOM HUTPAIOT KaK 30HATBHBIC U3MCHEHHS KIMMATUYECKUX
MapaMeTpoB, TaK U MEHSIOIIASACSA 110 roJJaM METEOpOJIOTUYECKasi 00CTaHOBKA, a TAK)Ke TpaHC-
dbopMmarusi OMOTONIOB B PE3YJIbTATE ECTECTBEHHBIX CYKIIECCCHOHHBIX CMEH WMJIM Pa3IMYHBIX JK-
30T€HHBIX, B TOM 4YHCJI€ M aHTPOIIOT€HHBIX, Bo3/eicTBuil. Kak ciencrBue, y 0AHOTO U TOTO
K€ BHJIa TTapaMeTPhl )KU3HEHHOTO IIMKJIa MOTYT MEHSTHCS B IIUPOKHUX Mpeesiax, MpuiéM He
TOJILKO B Pa3IMYHBIX NpUPOAHO-KInMaTHueckux 30Hax (Refseth, 1988; Maranun, Byauios,
2003; [laposa, ®unumnmos, 2003; Matanun, 2006; Ouiunmnos, 2006) vk BEICOTHBIX MOsicax
(Refseth, 1980, 1986; Brandmayr, Zetto Brandmayr, 1986; Butterfield, 1996; Sota, 1996;
[TapoBa, XobOpakosa, 2005), HO U B pa3HBIX OMOTONAxX B MpeAeNiaX eIWHOTO JaHamadTa
(Tpymmnsina, 2010), 1 gaxke B pa3Hble TOJAbl B OAHOM M TOM € MecTooOuTaHuu (Jerum,
1980; Tpymuubina, 2010). I[Ipu 3ToM B 3alaHHOM TPAJUEHTE YCIOBUH >KMU3HEHHBIC IUKIIbI
TPaHCQOPMHUPYIOTCS CXOIHBIM 00pa3oM, 4YTO B 3HAYUTEIBHON CTENEHU HHUBEITUPYET
MacCIITaOHOCTh PACCMOTPEHHBIX TPECHJIOB, MO3BOJISS OIICHUTh WX HANPABICHHOCTh HA YPOBHE
JIOKAJIbHBIX MOIMYJISIIUHA B MOJIHOM COOTBETCTBHH C MIPUHIIMIIOM ‘30€Ch U cetiuac’.

B wucropmueckoM acmexkre MMEHHO BapwaOelIbHOCTh JKU3HEHHBIX IUKIOB HWIPAET
OJIHY U3 TJIaBHBIX POJICH, O3BOJISAA BUAY HE TOJIBKO BBDKUTH, HO U 3aKPENUTHCSA B HOBBIX yC-
JIOBHSIX CYIIECTBOBAHUSA. B ATOM CBS3M MOJydEHHBIC JAaHHBIC XOPOIIO COTIACYIOTCS C TEOPHU-
eit “myabcoB TakconoB” (Erwin, 1979, 1985), mpeacraBieHUIMHA O BO3MOXHBIX MYTSIX 3BO-
JIFOIIMK PErpoAyKTUBHBIX puTMoB Carabidae B cesonnom kimmate [Maneapkruxu (Paarmann,
1979 b; Matalin, 2008), a Tak)xe gaHHBIMH 00 OCOOEHHOCTSAX reorpaguuecKoro paciupocrpa-
HEHHSI BUJIOB OJTHOTO POJia Ha OTPaHUYCHHBIX TeppuTopusx (Santos Gomez, 2009).

I'JIABA 5. I[IOJIMBAPUAHTHOCTH )KM3HEHHOI O IIUKJIA
W CHHXHPOHM3ALIMS CE30HHOTO PUTMA Y CARABIDAE
Jlnsi onucaHus KU3HCHHBIX IIMKIIOB XKYXEIHUI] ¢ Y4ETOM H3MEHYMBOCTH OHTOTCHE3a
OTJIENBbHBIX 0cO0el OBUT MPEIJIOKEH TEPMUH “noaUSAPUAHMHOCMY”, TIOJT KOTOPBIM TOJIpa3y-
MEBaJIOCh U3MEHEHUE TEeMIIOB U puTMa ux pasButus (Makapos, 1990, 1991; Makarov, 1994).
[TonydeHHbIE B T€YCHHE TTOCIEAHUX 15 JIET TaHHBIE MO3BOJIIN HHTEPIIPETUPOBATH KU3HECH-
HbI€ LIUKJIBl MHOTUX BUJOB XKYXXEJIUI yMepeHHOH 30HbI EBpa3un, kak nonuBapuantHsle. Of-
HAKO BCKOPE BBIICHUIIOCH, YTO IMOJIMBAPHAHTHOCTH (TIPEXKIE BCETO, PUTMOJIOTUYECKAs ) TOHH-
MaeTcsl JOCTaTOYHO LIMPOKO W HE Bcerjaa oJuHakoBo. Kak ciencTBue, BO3HUKIM HEOJHO-
3HAYHBIE TPAKTOBKHU STOTO SIBIICHUS, OCOOCHHO MPH 00CYKICHUN BAPHAHTOB C MHOTOJIETHUM
pa3sBUTHEM, a TAKXKe C TTOBTOPHBIM pPa3MHOKEHHEM UMaro, ’KMBYIIHUX 0oJiee 0OTHOTO roja.

5.1. lomBapuaHTHOCTD :KU3HEHHOr0 NuKJa y Carabidae
W3HavanbHO CYUTATIOCH, YTO ... NOIUBAPUAHMHOCTb HCUSHEHHO20 YUKIA ) HCYICEenUlY
Modicem NposABIAMbCs IUO0 8 e20 USMEeHYUBOCMU, TUD0 8 DobueM UlU MeHbuem 000cobe-

HUU 8 npedeax 10KAIbHOU Nonyasayuu 08yx cenepayuii ...” (Makapos, 1990).
BapuabenbHOCTh KOJMMYECTBA TeHEpaluii Oblla MOJIPOOHO OMMcaHa Ha mpumepe Lori-
cera pilicornis F. (Makapos, Uepusixosckasi, 1990). Jlist 3TOro BHaa XapakTepeH MOHOBOJIb-
TUHHBIA JKU3HEHHBIN UK. HecMoTpst Ha pa3nuuusi B CpoKax PEempoOAyKIIHH, Pa3BUTHUE OCO-
Ocil MPOMCXOUT OJHOTHITHO — C Oe3/IManay3HbIM Pa3BUTHEM JIMYMHOK M 3MMOBKOW K YKOB
JIOYEpHEN M 4YaCTUYHO MATePUHCKOI renepanuii. T.0., A Bcex ocoOell B MOMyNSIIMKA Xapak-
TEPEH €JMHBIA CE30HHBIM PUTM, YTO ITO3BOJISCT OXapPaKTEPU30BATh MOHOBOJBTHHHBIA KH3-
HEHHBIH IIMKJI Kak MOHOBapHaHThI. BMecTe ¢ TeM, B OT/CIbHBIE TOJIbI B HEKOTOPBIX MOMYJIs-
musx L. pilicornis gacte ocobeli mouepHed TeHEpallik pa3MHOXAETCS B TEKYIIEM CE30HE,
Onarogaps 4yemy, >KM3HEHHBIN ITUKJI pean3yeTcsi Kak OMBOJILTUHHBIA. Y 0coOel pa3HBIX Te-
Hepanuid GOPMHUPYIOTCS MPUHIMITHATHLHO Pa3INIHBIE CE30HHBIC PUTMBIL: JKYKH MAaTEPHHCKOTO
MOKOJICHUS] PA3MHOYKAIOTCS TOJIBKO MOCJIEe 3UMOBKH, TOTJIa KaK PENPOAYKTUBHBIN MEPUOI, 110
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MEHBILEH Mepe, 4acTH 0co0el JouepHel reHepaluy He MPephIBaeTCs 3SUMHEN AManay3oi, 4To
II03BOJISIET TPAKTOBATh OMBOJIBTUHHBIN KU3HEHHbIH LIMKJI KaK MOJIMBAPHATHBIN

Haunbonee nMCKyCCHOHHBIM SIBIISIETCS. BOIPOC O MPOSBICHUHA PUTMOJIOTUYECKON TOJH-
BapUAaHTHOCTH IpU (GOPMHUPOBAHUU B IpeJiesiaX JOKAIbHON MOMYISIIUN CyOIOMyIALHOHHbIX
rpynnupoBoK. [IpuunHON WX BOHUKHOBEHHUS SIBISIETCS 3MMOBKA 0cOoO€i Ha HeXapaKTepHOU
¢denodaze, yBenuuuBaromas o0IIy0 NPOJOJDKUTEIBHOCT UX pa3BUTHA. [l BUIOB ¢ 001IH-
raTHOM 3MMOBKOW HETIOJIOBO3PEJIOr0 UMaro TakUMHU (azaMH OHTOTEHe3a SBISIOTCS JTMYMHKU
CTAapIIMX BO3PAcTOB U KYKOJKa, a JJI1 BUAOB C OOJMIaTHOM 3MMOBKOH JIMUYHMHOK CTapLIMX
BO3pAacTOB — HEIOJIO0BO3PENOE UMAro.

Tak, mis Broscus cephalotes (L.) 6a30BbIM BapuaHTOM pa3BHTHS SBISCTCSA OIHOJCT-
HUII MOHOBOJIbTMHHBIA PEIHKI C JIETHE-OCCHHUM Pa3MHOKEHHEM M OOJMIaTHOW 3MMOBKOU
IMYAHOK. OHAKO MTPH MO3IHEM BBIXOJE€ UMaro M3 KyKOJIOK 4acTh )KYKOB, OTPOKIAIOLINXCS B
TEKYIIEM CE30HE, YXOJAUT Ha 3UMOBKY HE pa3MHOXasAch. MIX pa3BuTHe pacTsarupaercs Ha ABa
rojia, a JKU3HEHHBIN LUKIJI pean3yercs Kak (hakyJbTaTUBHO-IBYXroauunslii (Maranus, by-
quioB, 2003). V ceBepHBbIX I'paHUI] apeajia, BCE UMaro, OTPOXKJAIOLIUECS B TEKYILEM CE30HE,
3UMYIOT JACBCTBEHHBIMHU, Pa3MHOKAsCh TOJBKO Ha CIEAYIOIIUN IOJ, YTO CBUAETEIBCTBYET O
peanu3anuy 00JUraTHO-ABYXTOAMYHOTO XU3HEHHOTO ukia (Punummos, 2008).

BakHO OTMETUTB, YTO Hapsily ¢ U3MEHEHHMEM THIIA KU3HEHHOTO LIUKJIA, MEHSETCS U
xapakrtep ero nposiBiaeHus. OJHOJIETHUN PELUKI SBJISETCS MOHOBapUAaHTHBIM, T.K. JUISl BCEX
oco0ell B MONYJSIIUK XapaKTepeH €AMHBIM CE30HHBIA PUTM C 3UMYIOIIEH JTUUYUHKOW U pas-
MHOXXEHHEM BCEX MOJIOJIBIX MMaro B Tekymiem cezoHe (Puc. 3 A). 3umMoBKa 4acTu UMMaTyp-
HBIX )KYKOB IIPUBOJUT K (POPMHUPOBAHUIO JIBYX YACTUYHO MEPECEKAIOIINXCS BO BPEMEHU CyO-
HOMYJISIIMOHHBIX MPYNIUPOBOK C NPUHIMIIUAIBHO PA3IM4YHBIMU CE30HHBIMU pUTMaMu. YacTh
0co0eil, OTpPOAMBIIMXCS M3 3MMOBABIIUX JMYMHOK, Pa3MHOKAETCS B TEKYIIEM CE30HE, a
4acTh, 3UMYsl HEIOJIOBO3PEIBIMU, IPUCTYNAET K PA3MHOXKEHUIO TOJIBKO B CIEAYIOLIEM IOy
(Puc. 3 b). UmenHo nmosTomMy (axKyabTaTUBHO-ABYXTOJAWYHBIN KU3HEHHBIN HUKI XapaKTepH-
3yeTCsl KaK IOoJIMBapuaHTHBIA. B ciyuae, korjga Bce xKyKH, OTPOAUBIIHMECS B TEKYILIEM CE30HE,
YXOJST Ha 3MMOBKY HENOJIOBO3pENbIMH, (DaKylIbTaTUBHAS ABYXTOAMYHOCTb CMEHSETCSI 00IHU-
ratHoil. HecMoTpst Ha TO, 4TO 0cOOM Kax/10i U3 CyOMONMyIsSIMOHHBIX TPYNIMPOBOK pa3BHUBa-
I0TCS B T€UEHHE JIBYX JIET, 1711 HUX XapaKTepeH OJIMH U TOT YK€ CE30HHBIN PUTM C MOCJIEI0Ba-
TEJIbHBIMUA 3UMOBKAaMHM JIMYMHKH U HETIOJIOBO3PEJIOr0 MMaro, 4ro o0yciaBiIMBaeT MOHOBapH-
AQHTHBIN XapakTep OOJMTaTHO-ABYXTOJINYHOTO KU3HEeHHOTO 1HKia (Puc. 3 B).

T.o., puTMOsIOrHY€ecKas MOJIMBAPUAHTHOCTD MPEANOIAraeT COCyIECTBOBAHUE B IOIMY-
JSAUUU 0co0el ¢ pa3IMYHBIMU CE€30HHBIMU PUTMAMHU, OJIMH U3 KOTOPBIX MpeACTaBiseT 0a3o-
BBl BapMAHT Pa3BUTHUs, a BTOPOM popMupyeTcs B pe3yabTaTe AUanay3upoBaHus Ha HeXapak-
TepHOU QeHodaze Wiu pa3BUTHS BTOPOTO MOKOJEHUS B C€30HE. DTO O3HAYAET, YTO HATHYHE
CyOnonyJsIIMOHHBIX TPYINIUPOBOK AAJEKO HE BCETJa CBUJETEIBCTBYET O MOJMBAPHUAHTHOM
XapakTepe KM3HEHHOro LuKIa. B ciydasx, korna 0a3oBblii CE30HHBIM PUTM MOJHOCTBHIO 3a-
MEIIAETCS €r0 NPOU3BOJHBIM, IIOJUBAPUAHTHOCTD PA3BUTHS CMEHSAETCSI MOHOBAPUAHTHOCTHIO.
W npu BO3BHUKHOBEHUU OMBOJBTUHHOCTH, U MPH JABYXTOJUYHOM Pa3BUTHUH OCOOM IMpaIlypHBIX
reHepanuil ABISIOTCS CBOEOOPa3HbIM CBA3YIOIIMM 3BEHOM, KaK MEXAY pa3IMYHBbIMHU MOKOJIE-
HUSIMHU, TaK U MEXAYy CyONOnmyJIslUUOHHBIMU TPYHNIUPOBKAMHM, MOJAECPKHUBAs, TEM CaMbIM,
OMOJIOTUYECKYIO 1IeNOCTHOCT Buaa (Maramus, 1998 a, 2006).

Hcxons m3 yrouyHEHHBIX MPEJCTaBICHUNA O IMOJIMBAPUAHTHOCTH, CIEAYET paziudarh
sapuabenbHoCms U 6apuUamMueHOCMy KU3HEHHOTO 1IMKJIA, TIepBasi U3 KOTOPBIX XapaKTepU3yeT
M3MEHEHHE MapaMeTpoB >KMU3HEHHOIO LMKJIA B MpeaeNnax ONpeesIEHHOTO CE30HHOIO pUTMa,
TOrJa Kak BTOpasi OTpakaeT CMEHY CaMOr'0 CE30HHOI'O PUTMa.

OnucaHHble 3aKOHOMEPHOCTH  HAONIONAIOTCA KAk MpU  CMEHE  IPUPOIHO-
KJIMMAaTUYE€CKHUX 30H MJIM BBHICOTHBIX MOSICOB, TAK M B PA3JIUYHBIX MECTOOOMTAHUSIX WIH B pa3-
HBIE TO/bI B MIpesienax OJHOW M TOM ke mpupoiHoi 30HbL. OnHako, Giaronaps MacIITaOHBIM
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W3MEHEHUSM TMOYBEHHO-PACTUTENBHBIX W KIMMAaTHYECKUX MapaMeTpoB, HauOoliee YETKUE
TpeH1bl PUKCUPYIOTCS B IIMPOTHOM T'PAJUEHTE YCIOBHI.
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Puc. 3. Cxema peanu3saruu )xu3HeHHOro 1ukia Broscus cephalotes (L.)

A — ogHoroauuHbsli, b — ¢akynbraTuBHO-IBYXTOAUYHBINA, B — 001MraTHO-1BYXIOJUYHbBIN
(KpacHBIii [[BET U CILIOIIHBIC TMHIHH — MAaTEePHHCKOE MOKOJICHHE, 3eEHBIN [[BET U TOUCUHBIC
JMHUM — JOYepHEe MOKOJIEHNE, OPAHKEBbIN 1IBET U IITPUX-NIYHKTUPHbIE TUHUU — BHYYaTOE
MOKOJIEHUE, ToTy00i 1IBET U MyHKTHPHBIE JIUHUKA — MpALlypHbIe MOKOJIEHUS, KPACHBIM oBaj
— CE30HHBIM PUTM C 3UMOBKOH JINYMHOK, 3€JIEHBIN OBAJI — CE30HHBIN PUTM C 3UMOBKOM JIH-
YMHOK U YaCTH HETOJIOBO3PENIBIX UMAro, CHHUN OBall — CE30HHBIM PUTM € 3UMOBKOH JINYHU-
HOK U BCEX HEIMOJIOBO3PEIIBIX HMAro).

MaxkcuMaibHas 0J1s BUJIOB ¢ (haKyIbTaTHBHO-ABYXTOAMYHBIMY KU3HEHHBIMH ITUKJIa-
MU (25,8% OT 00I1IeT0 KOIMYECTBA) 3aperuCTPUpOBaHa B JiecocTenHoi 30He. KOxHee, B 30He
cTenei, ux AoJs yMeHblnaercs 6osee yem BaBoe (11,3%), Takke kak U ceBepHee, — B TOJI-
30HE XBOWHO-IIMPOKOIUCTBEHHBIX JiecoB (12,1%), B cpenueit Taiire He mpessimaet 4,5%, a
ceBepHee yxe He Bcrpedaetcs (Puc. 4 A). Hanpotus, B 1ecoctenu 0OTMEUEHO BCEro 2, a B He-
MOpaTbHON MOA30HE JIECHOTO MOosica — 5 BUJAOB XKYXKEJHII, B MOMYISAIUAX KOTOPBIX peau-
3YIOTCSl OOJIUTaTHO-JIBYXTOJMYHBIC JKU3HCHHBIC UKL [Ipy 3TOM, UX JIOJIS B 30HAIBHBIX
CIIEKTpax cocTaBisieT Bcero 6,5% u 7,5%, coorBeTcTBeHHO. BMecTe ¢ TeM, yxe B cpelHen
Taiire 4UCII0 BUIOB, B JIOKAJTHHBIX MOMYJIIIHIX KOTOPBIX Pa3BUTHE BCEX OCOOEH 3aHMMAaeT
nBa roja, ysenuunBaeTcs 10 60%. CeBepHee 3TOT MOKa3aTellb MEHAETCs ¢1ado, BapbUpys B
npenenax 52—-66%. B 10xHBIX 007aCTAX MOJTMBAPUAHTHOCTD JIOBOJIBLHO YACTO MPOSBISIETCS B
dbopMUPOBaHUU ABYX MOKOJECHUN B ce30He. Tak, B MOMYMyCThIHE MOJIMBAPUAHTHBIC KU3HEH-
HBIC [TUKJIBI TPEJICTABICHBI UCKITIOYUTEIILHO OMBOJIBTHHHBIMH, & B CTEITH COOTHOIIICHUE BUIOB
¢ OMBOJIBTUHHBIM U (PaKyIbTaTUBHO-IBYXTOJUYHBIM pa3BuTHeM coctasiseT 3 : 7 (Puc. 4 b).

Bricokast 1oJ1s1 BUJIOB C MTOJIMBAPUAHTHBIMHU JKU3HCHHBIMH ITUKJIAMHU B CPEIHUX IITUPO-
TaX MOXET OBbITh CBs3aHA KaK C MPOJIOJDKUTEILHBIM BETETAIIMOHHBIM CE30HOM, TaK U CO 3Ha-
YUTEIBHBIM IICHOTHYECKUM pPa3HooOpa3ueM. B FOXKHBIX paifoHax (TOJXYIMYCTBIHM W CTEIIH)
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PE3KHiT KOHTPACT MEX]y 3HAYUTEILHO 00Jiee MPOXJIaTHBIMU U BIAXXHBIMUA BECHOW U OCEHBIO,
U JKapKUM CyXUM JIETOM HPUBOJUT K (POPMUPOBAHUIO JIBYX U30JIMPOBAHHBIX BO BPEMEHH Ie-
puozoB akTuBHOCTH Carabidae. Haubosee u€Tko 3TO BhIpaKeHO B 30HaNbHBIX cTanusx (ITo-
taroBa, 1972; Maranun u ap., 2007) u mnakopHsix arponenosax (Kapmora, 1990; Illaposa u
1p., 2009). Kparkocpo4HOCTh OJaronpusiTHBIX JUIsl )KU3HU BECEHHETO M OCEHHETrO MEpPUOIOB
PE3KO OrpaHUYUBACT MEPHOJIBI PEIPOAYKIIUH, MPEHATCTBYS MPOJIOHTAIMH SHLIEKIAAKU Y OJl-
HUX BUJIOB WJIM Pa3BUTHIO OoJiee OJHON TeHepaluu y Apyrux. B HHTpa3oHaIbHBIX MECTOOOH-
TaHUsAX (TJIaBHBIM 00pa3oM, B OWMax peK) Ce30HHBIA KOHTPACT TEMIIepaTyphl U BIAKHOCTH B
3HAYUTEIBHON CTENEHHU CTIaKeH, a MEepuoJi aKTUBHOCTU 0oJiee MPOJOJDKUTEICH U HEPEaKO
OXBaThIBaeT Jkapkue JieTHue mecsisl (Kapmosa, 1990; Makapos, Martanun, 2009). brarogaps
TOMY, Y OJJHUX BHUJI0B HaOJII0JaeTCsl pa3BUTHE (HAaCTUYHOE WM [TOJIHOE) BTOPOM T'€HEpaliy B
CE30HE, a y IPYTUX pacTAHyTas SIeKIaKa WIA BBIXOJ MOJIOABIX UMAaro CTaHOBSITCS MPUYU-
HOM 3MMOBKHU 4acTH 0COO€H Ha HeXapaKTepHOW cTaguu OHTOreHesa. Kak B Tom, Tak U B Apy-
TOM CiTy4ae >KU3HEHHBIN LIUKII peau3yeTcs Kak NOJUBapHaHTHBIN.

TyHApa

necoTyHapa

ceBepHas Taura

cpefHAan Taira

XBOﬁHO-LLIVIpOKO]'IVICTBeHHble
neca

necocrtenb

cTtenb

° O  nonynycTbiHA
% N (2k3.)
0 5 10 15 20 25 30 A 8 6 4 2 0 B

Puc. 4. I3MeHeHne 1011 BUJIOB JKY)KEJHUIL C MOJIMBAPUAHTHBIMU KU3HEHHBIMU UKIaMH (A) 1
ux kosnmyectsa (b) npu cMeHe npupoaHO-KIMMaTUYECKUX 30H B EBponeiickoil yactu Poccun
(CMHHMM LIBETOM BBIJCJIEHBI BU/bI ¢ OMBOJILTUHHBIM JKU3HEHHBIM LUKIIOM, KPACHBIM I[BETOM
— BHJIBI ¢ GaKyIbTaTUBHO-BYXT'OIMYHBIM KU3HEHHBIM LIUKIIOM).

CoxkpaiieHre TpOAOKUTEIHPHOCTH BETE€TAIMOHHOTO TEPHO/a B BBICOKHX MIMPOTaxX
(ceBepHOI Taiire, JIECOTYHAPE U TYHAPE) U CBSI3aHHBIN C ATUM AePUIUT 3 PPEKTUBHOTO TETUIA
NPUBOJAT K COKpAIICHUIO O0IIero pasHooOpasus *ku3HeHHbIX 1ukiIoB Carabidae. HauGonee
peskoe obeqHeHne crekTpa (0osiee yeM BABOE) HAOMIOAAIOTCSA B Tpejesiax JECHOM 30HBI —
MIPH TIEPEX0/I€ OT HEMOPATBHBIX COOOIIECTB K Ta&KHBIM.

[ToyiMBapuaHTHOCTH KU3HESHHOTO IMKJIA UMEET OTPOMHOE aJalITUBHOE 3HAYCHHE. 3W-
MYIOIIHUE HAa PA3IMYHBIX CTAJAUSIX WHAWBUIYATLHOTO Pa3BUTHUS TPYIIBI 0COOEH reHeanornye-
CKHM HEOJHOPOJHBI, YTO MMEET pelIaroniee 3HaUCHUE JIJI BBDKUBAHUS JIOKATBHBIX ITOMYIIS-
Ui, HEpEeJKO CYIIEeCTBYyIOIMX Oe3 mpuroka mmmurpanto (Hutchinson, 1954; Murdoch,
1966; den Boer, 1968; Konukos, 1978; Weber, Klenner, 1987; Maranuu, 1997 6, 1998 a; Lo-
reau, Behera, 1999; Simon-Reising et al., 2008).
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5.2. Cunxponun3anus :ku3HeHHoro nukia y Carabidae
W3MeHeHHs yCIIOBUH CYIICCTBOBAHHMS, HAOJIOJAIONIMECS KaK MPH CMEHE MPUPOJIHO-
KJIMMAaTHYECKUX 30H, TaK U ME30- WM MUKPOCTAI[HAIbHBIX YCIOBUI, HEN30€KHO MPUBOIUT K
BO3HUKHOBEHHIO ACHHXPOHHOCTH Pa3BHTHS OTIECIBHBIX ocoOei. be3 MexaHHW3MOB, HUBEIHU-
pYIONIKX e€ HAKOIJICHUE C KAXKIBIM TOCIICYIONIUM TTOKOJICHUEM, 3HAYUTEIbHAsl YacTh MO Y-
JSIIMK TIOBEprajiach Obl Hen30exHOH sumuHanun (Jlanunesckuii, 1961, 1972).

5.2.1. CuHXpOHU3AUA PA3BUTHSA NPEeUMATHHAIBbHBIX (a3

OavH W3 BapUaHTOB CHHXPOHM3ALlMU pa3BUTHSA NPEUMarMHaIbHBIX CTaguil y
Carabidae 611 moapo6Ho onmcan Ha npumepe Harpalus affinis (Schrank) (Maranun, 1998 a).

B crenHoii 30He 3UMOBaBIINE UMMAaTYpHbIE M IOCTTEHEPATUBHBIE 0COOM ATOTO BUIA
pa3MHOXKalOTCA ¢ Mas 10 Hayana aBrycra. M3 sum, OTIOXKEHHBIX B KOHIE Mas — CepeauHe
WIOHS, JINYMHKY [1EPBOr0 BO3pacTa OTPOKIAIOTCS, B cpeaHeM, yepe3 14,5 nuei. Cnycrs emé
14 nueii HaOMOMAETCS JTUHBKA HA BTOPOW BO3PACT, Pa3BUTHE KOTOPOTO 3aHUMAET OKOJIO 22
nHel. JIMUMHKY TPeThero BO3pacTa pa3BUBAIOTCA C CEPEIUHBI IO O CEPEANHbI aBryCTa, B
cpenHeMm, 3a 25,5 nueil. [lepBble KyKOJIKH perUCTPUPYIOTCS B Hayase, a MociaelHue — B KOH-
1I€ aBrycTa, MPU CPEIHEN MPOAOKUTEIBHOCTH pa3BUTHs 15,3 nusa. OTpoxKaeHHEe UMaro HO-
BOT'O TIOKOJICHUSI HAOII0JaeTCsl ¢ CepeIMHbI aBrycTa 10 KoHla ceHtsops (Puc. 5 A). Pa3sutue
OT siija 0 MMaro 3aHWMaeT, B cpeaHeM, 91 neHb, a OT JMYMHKHM IEPBOro BO3pacra [0
uMaro — 85 mHei.

Bmecre ¢ Tem, cornacHo JuTepaTypHbIM naHHbIM, y H. affinis 3umyroT He TonbKO MMa-
ro, HO W JIMYUHKK cTapimux Bo3pactoB (Briggs, 1965; Uusesa, 1965; Bynumos, 1990 a; Jly-
mrenkoB, Yepusaxosckas, 1989; den Boer, van Dijk, 1996, 1998). B roro-3anaanoit MosngaBuu
B IIOYBEHHBIX IIp00Oax, B3ATHIX B Hayasie — cepennne Masd 1990 r., cooTHOIIEHHE 3UMOBABILINX
JUYUHOK BTOPOTO M TPETHETO BO3PACTOB, a TAaKkKe KyKoJok cocTaBisuio 2 : 20 : 1.

ConeprkaHue 3MMOBABIIMX JINYMHOK U Kykosiok H. affinis BISIBIIIO 3HAYMTENbHYIO 3a-
JEPKKY MX Pa3BUTHS MO CpaBHEHHUIO ¢ He 3umoBaBmuMU (Puc. 5 b). JInunnku BTOpOro Bo3-
pacrta 1mociie BBIXOJla C 3UMOBKH B CpelHeM pa3BuBaiuch 49,5 nueii. CpemHsis MpOIOJDKH-
TEJIbHOCTh Pa3BUTHsI COOTBETCTBYIOIIMX UM JIMYMHOK TPEThero Bo3pacra (29,5 nHeil) u kyko-
7ok (20,5 gHeil) 1oOCTOBEPHO HE OTJIMYAIACh OT TEMIIOB Pa3BUTHs HE 3MMOBABIIMX OCOOEH.
[Tepuos MOKOsI 3MMOBABIIUX JIMYMHOK TPETHETO BO3pacTa ObLI MPOJIOHTUPOBAH 3HAYUTEIHHO
CUWJIbHEE M COCTaBJIsUI, B cpefaHeM, 69 nneil. CoOpaHHbIE B Hayayie Mas, OHU OKYKJIMBAJINUChH
TOJIBKO B CepeArHe — KOHIlEe Hroyid. CpeqHsas MpOoODKUTEIbHOCTh Pa3BUTUS COOTBETCTBYIO-
IIMX UM KYKOJIOK COCTaBJIsIa OKOJIO 29 HEel U TakkKe JOCTOBEPHO HE OTJIMYAIach OT TEMIIOB
pa3sBUTHS HE 3MMOBABIIUX ocoOeil. MakcumainbHast 3a/iep)KKa pa3BUTHs HaOoanach y 3u-
MoBaBIIUX KyKoJIOK — 100 u 104 1Hs nocine OKOHYaHUS 3SMMOBKH.

[Tonmy4yeHHble aHHBIE TO3BOJISIOT MPEAINOJAraTh, YTO MPOJIOHTAUS U MOCIeAYIoIas
VHHIUALNS PA3BUTHS 3UMOBABIIMX JTHYMHOK U Kykosiok H. affinis Haxoaurcs noj BiusHEEM
doroneprona. Tak, 3aiepxKa pa3BUTHS 3MMOBABIINX JIMUYMHOK TPETHET0 BO3PACTa U KYKOJIOK
MOJKET OBITh OOBSICHEHA BIMSIHUEM JIJTMHHOTO JIHS, KOTOPBI, BMECTE C TEM, HUKAK HE CKa3bl-
BaeTCs Ha MPOAOJDKUTEILHOCTH PAa3BUTHUS JIMYMHOK BTOPOTo Bo3pacTta. VX TMHbKAa — Kak 3H-
moBaBmux (Puc. 5B), Tak u He 3umoBaBmmx (Puc. 5 A) — HaOmromaeTcss B KOHIIE
UIOHS — HavyaJle MI0JIsl, T.€. MPAKTUUYECKU Cpa3y 3a JHEM JIETHETO COJHIECTOSHUS, a JAJIbHEN-
niee pa3BUTHE JIMYMHOK TPEThEro BO3pacTa MPOUCXOAUT Ha (oHe YOBIBAIOIIETO
(T.e. KOpOTKOTO) AHA Oe3 3ajepxek. JIMHbKa B KyKOJIOK KaK y 3MMOBABILUX, TaK U y HE 3UMO-
BaBIIUX JINYMHOK HAOJIOAAeTCs C KOHLA HIONS JIO CEPEelMHBbI aBrycrta. Takke CHHXPOHHO
(c cepeauHBI aBrycTa 0 Havyajia CEHTAOPS) OTPOXKIAIOTCS HMaro HoBoro nokosnenus (Puc. 5).

PacTsHyTOCTh pENpOAYKTUBHOIO MEPUOa MPUBOAUT K TOMY, UTO YacTh 0cOO€il B mo-
nymsmusax H. affinis sumyer Ha HexapakTepHOW CTaauHM OHTOT€HE3a, YTO MOXKET CTaTh MpPH-
YUHOW J€CUHXPOHU3AIUH KU3HEHHOT0 1uKiIa. OQHAKO IPOJIOHTAIMs Pa3BUTUS 3UMOBABIINX
peuMaruHaJIbHBIX (a3, PeryIupyouasics, no-BUIMMoMy, (pOTOepuoaoM, NPUBOIUT K OT-
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POXKIACHUIO “MOJIOJBIX MMAro, OTHOCSIIUXCS K pa3HbIM I€HEPALUSM, B €IUHBIE CPOKH, UTO
o0ecrneynBaeT CHHXPOHU3ALMIO )KU3HEHHOT' O IIUKJIA B LIEJIOM.
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Puc. 5. Cpoku pa3Butusi He 3uMoBaBIINX (A) u 3umoBaBmMxX (b) mpenmarnHanpHbIX (a3
H. affinis npu naboparopHom conepxanuu (10-3 Mosnasus, 1990 r.).

5.2.2. CunxpoHmM3anus pa3BUTHA HMATHHAJIBHBIX (a3
Hapsny ¢ cuHxpoHM3auuedl pa3BUTHs NPEMMArMHaIbHBIX (a3, HEMAJOBAXHbBIM (haK-
TOPOM, CTaOMIIU3UPYIOLIMM KHU3HEHHbIC UK MHOTHX Carabidae, siBnsiercst cuHXpoHU3anus
CO3peBaHus (aKTHBAIlMM M PEAKTHBAIMU) FOHAJ KaK Yy BIIEPBBIC Pa3MHOXKAKOLIMXCS 0COOCH,
TaK U y *YyKOB, IPUCTYNAIOUINX K TOBTOPHOMY Pa3MHOKEHHUIO.

5.2.2.1. CunxpoHu3anms pa3BUTHS HMMATYPHBIX HMAro

V obcyxnasmerocst panee H. affinis, orpoxneHne MomoApIx UMaro MakCHMabHO
CUHXPOHM30BAHO U MPOMCXOAUT B eAuHbIE CpokHu. OIHAKO, HEPENKH Cilydau, KOTJa BBIXOJ
HOBOW I'€HEpaluy 3HAYUTEIbHO PACTSHYT BO BPEMEHH, U, K TOMY XK€, UMEET HECKOJIBKO OT-
YETIIMBBIX BCIUICCKOB YHCIIeHHOCTH. [Toj00Has kapTuHa Habmoaanacs B momyssinusax Chlae-
nius vestitus Payk. B roro-zanaanoit MojgaBuu.

B ycrnoBusix cTenHoi 30HBI IMHAMHUKA Hamo4yBeHHOW akTuBHOCTH Ch. vestitus xapax-
TEPU3YETCsl €ANHCTBEHHBIM ITMKOM aKTUBHOCTH, NPUXOAAIINMCS Ha HA4ajlo UIOJA. 3UMOBAaB-
[I1e UMMAaTypHbIE U MOCTI€HEPATUBHBIE OCOOM MPUCTYNAIOT K Pa3MHOKEHUIO OJJHOBPEMEH-
HO — € KOHIIAa Masl TI0 KOHeEL UIoJIs. JINUMHKY BCEX BO3PACTOB PETUCTPUPYIOTCS IOYBEHHBIMU
JIOBYIIKAaMH C KOHIIa UIOHS J0 CEPEIMHBI UIOJIS; IPH ATOM MAaKCUMYM YUCJIEHHOCTH JINYMHOK
NEPBOT0 BO3pacTa HAOIIOJAETCsl B KOHIE MIOHS — Hayaje MIoJisi, a BTOPOro U TPEThEero BO3-
pacToB — B HayaJie M.

BwMmecTte ¢ Tem, mOYBEeHHBIMH TIpoOamMu, B3ITBIMU B TpeThel Jiekaje Masl, Obuin cobpa-
Hbl JJMYMHKH BTOPOTO U TPETHEro BO3pacToB. OTCYTCTBHE B MOYBEHHBIX MPOOAX JMYMHOK
IIEpBOTo BO3pacTa Ha ()OHE e/1Ba HaYaBILErocsl PenpoyKTUBHOIO MepHoa OJHO3HAUYHO CBH-
JETEeNbCTBYET O X 3UMOBKe. ClieZlyeT OTMETUTb, UTO MPOJOHKUTEILHOCTh PA3BUTHS KaK 3U-
MOBAaBIIIMX, TaK U HE 3UMOBABIINX JIMYMHOK JOCTOBEPHO HE pa3iuyainach. Tak, pa3BUTHE 3U-
MOBAaBIIMX JINYMHOK BTOPOTO BO3pacTa JUIMIIOCh HE MEHee 7, a He 3MMOBaBLINX — He OoJiee
13 nneil. 3uMoBaBIIME JUYMHKU TPETHErO BO3pacTa pasBuBaiuch oT 8—11 no 16—-17, Torga
Kak He 3uMmoBaBme — 11-13 gueid. [IpomomKUTENBHOCTD Pa3BUTHS KYKOJIOK B KaKIOM M3
ciaydaeB coctaBwia 7-9 n 9—10 nueil. PazButue OT JIMYMHKY TPETHErO BO3pacTa 10 UMAro y
3MMOBABIINX 0c00ei konebanock oT 14 10 19, a y He 3uMoBaBmuX — oT 19 110 22 nHEi.

OTposxaeHrne uMaro HOBOW reHepalyy U3 3MMOBABIIUX JIMYMHOK HAOII01AI0Ch C KOH-
1[a MIOHS TI0 CEePEeIUHY HIOJIS, TOr/la KaK M3 HE 3UMOBABIIUX JIMYMHOK JKYKH OTPOKIANINCH C
CepeIMHbI — KOHIIA MIOJIS JI0 KOHI[a aBrycra. CoBepIIeHHO 04E€BUIHO, YTO 00€ IpyMIlbl HMMa-
TYPHBIX )KYKOB YXOJST Ha 3MMOBKY, HE pa3MHOXasCh B TeKyIleM ce3oHe. [losiBieHue B Hava-
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JIe BEreTallMOHHOIO CE30HAa €AVMHOW KOTOPTHI MMMATYPHBIX KYKOB U YHUMOJAJIbHBIN XapakK-
Tep KPUBOM HAIlOUYBEHHON aKTHBHOCTU COOTBETCTBYIOIIMX UM I€HEpaTHBHBIX oco0eil cBuae-
TEJIbCTBYET O CHHXPOHM3ALMU CO3PEBAHUs TOHAJ BO BpeMs 3UMHEHN JUanays3bl.

5.2.2.2. CunxpoHu3anms pa3BUTHS OCTTeHEPATHBHBIX HMAT0

Jlst BUIOB, B )KM3HEHHOM ITUKJIC KOTOPBIX MPUCYTCTBYET OOJUTraTHAs 3UMOBKA JIMUH-
HOK M 3CTHBAllMOHHAs Maparay3a uMaro, XapakTepHa CHHXpPOHHU3aLKs PEaKTUBALIUY TOHA U,
KaK CJICJICTBHE, IIEpHUOa Pa3MHOKEHHSI 0COOCH MAaTEpUHCKOM M MpalTypHbIX TeHepaIuil.

Tak, B yCJIOBUSAX MOJYMYCTHIHHOM 30HBI CE30HHAsI IMHAMHMKA aKTUBHOCTH OJHOTO U3
Hanbosiee MaccoBbIX BuIOB kyxeaun — Calathus ambiguus (Payk.) — xapaxrtepusyercs
JIBYMsI BCIJIECKAMU aKTUBHOCTH. [IepBbIii perucTpupyercs ¢ KOHIa Masi 10 CEPEUHbI HIOHS U
00YCJIOBJICH aKTHBHOCTBIO KaK OTPOKJIAIOIIUXCS U3 3MMOBABIINX JIUYMHOK MOJIOJIBIX MUMAro,
TaK ¥ 3UMOBABIIIHNX XYKOB MMPAIIyPHBIX TeHEepaluii. B KoHIe UIOHS — Havaye UroJisg HaOIroaa-
€TCsl PE3KUH CIaj] HAalIOYBEHHON aKTMBHOCTH, 3a KOTOPBIM CJIEAYEeT MEepro JICTHETO ToKos. B
3aBUCHUMOCTH OT YCJIOBHM, CKJIAJBIBAIOIIMXCS B KaKIOM KOHKPETHOM MECTOOOWTAHHH, OH
MOKET 3aHUMATh OT 2—3 fekan 1o 2—2,5 mecsien. C Hadana aBrycra perucTpupyeTcsi BTOpou
noabEM YHMCICHHOCTU. Ero HavyalbHBIA mMepuoj; 00YCIOBJIEH aKTMBHOCTHIO BBIIICAIINX M3
JIETHEH auanay3bl Kak JEBCTBEHHBIX MOJIOJIBIX KYKOB, TaK U 0COOCH, KHUBYIIUX 00Jiee OJTHOTO
rona. Ix ogHOBpEeMEHHOE PAa3MHOKEHHE HAUYMHAETCS C CEPEIIMHBI aBIryCTa U MPOA0HKACTCS
JI0 KOHIIA CEHTSAOPs — HayaJia OKTSIOpsI.

B nannom cnyuae CHHXpOHHM3ALMS XU3HEHHOTO IMKIIA MPOUCXOIUT Ojarojaps 3a-
JEp’KKE PeaKTHBAIMK TOHAJ Y MMOBTOPHO Pa3MHOKAIOLIUXCS 0COOEH M3 cocTaBa MpailypHbIX
reHepanuii. Takke Kak ¥ CO3PEBAHUE MOJOBBIX JKENE3 y )KYKOB, OTPOAUBIINXCS B HA4yaJle Be-
reTaIMOHHOTO CE30Ha, PEaKTUBAIIMS TOHAJ MPOUCXOIUT Yy HUX TOJBKO IIPU CMEHE JJIMHHOTO
JTHS Ha KOPOTKUH. DTOT MEXaHMU3M IT03BOJISIET HayaTh pa3MHOKEHHE B Hanbosee kKoMdopT-
HBIE 110 TOTOAHBIM YCJIOBHAM CpokH. OTKIa/Ka sIMI] HEMOCPEACTBEHHO TOCIE 3UMOBKHU TMPHU-
Besa Obl K MPEXIECBPEMEHHOMY OTPOXKICHHIO JTUYMHOK. Kak cienctBue, UX pa3BUTHE MPU-
IUIOCH OBl HA CaMbli KapKui ¥ HanboJsiee HeOIaronpHUsATHBIM MepHO]T BET€TAIlMOHHOTO CE30-
HAa, YTO HEeM30eKHO BbI3BATIO OBl MACCOBYIO THOETIb.

[Tonyuyennble MaHHBIC CBUACTEIBCTBYIOT O TOM, YTO JIJISI )KM3HEHHBIX ITUKJIOB IO/IaB-
Jstrotiero OonpinuHCTBa BUuoB Carabidae, cyiiecTByromuX B YCJIOBUSIX CE30HHOTO KIMMATa,
XapakTepHa BapualeIbHOCTh, MPOSBIISIONIANCS, MPEXKAEC BCETO, B U3MEHEHUH PETPOIyKTHB-
HOTO TIEpUO/Ia TPU COXPAHEHUHU Y BCeX 0co0eil B MOMYISALUN eJUHOTO Ce30HHOTO putMa. On-
HAaKO UMEHHO BapbUPOBAHUE CPOKOB PEMPOIYKIIUUA HEPENKO SIBISETCS MPUUUHON pa3uduil B
MPOJOHKUTETFHOCTH WHANBUAYAIBHOTO Pa3BUTHSL O0COOEH OJHOM M TOH ke TreHepaluu, 4To
MPUBOAUT K (POPMHUPOBAHUIO Yy YACTH U3 HUX MHOTO CE30HHOTO PUTMA M, KaK CIEACTBUE, K
M3MEHEHUIO BApUAHTA KU3HEHHOTO IUKJIA.

B xauecTBe (hakTOpOB, TECHHXPOHUZUPYIONIUX KU3HEHHBIE IIUKJIbI, MOT'YT BBICTYIIATh:

1. pacTsSHYTOCTH CPOKOB PETPONYKIIUU WM MX COKpAllleHWe B COOTBETCTBHH C U3-
MEHEHUSIMH OO0IIIeN TTPOIOJDKUTETFHOCTH BET€TAIIHOHHOTO MEpUOo/a,;
2. aCHHXPOHHOE OTPOKIEHHE 0cOo0ei HOBOM T'eHepalny;
3. HECOBIaJCHHE CKOPOCTH POCTA MPEUMArHHAILHBIX (a3 WM CO3PEBAHUS MMaro;
4. 3UMOBKa Ha HEXapaKTepHOU JIst BuAa (ha3e OHTOTeHe3a.
HamnpoTus, cuHXpoHU3amms >KU3HEHHBIX IUKJIOB 00ECTICUHBACTCS:
1. mpomnoHramuei pa3BUTHS KaK MpeMMarnHalbHBIX, TAK U UMarnHalIbHBIX (a3;
2. KOMITAaKTHBIM TIEPHOIOM OTPOXKICHHS ““MOJIOJBIX HMaro;
3. BBIpaBHHBaHWEM TEMIIOB CO3PEBaHUS T'OHAJ BO BPEeMs TUamnays3bl,
4. CHHXPOHHBIM Ha4yaJIOM PENpPOIyKTUBHOTO MEPHOJa Y 0c0Oel pa3HbIX reHepauil.

OnucanHble TMPOIECCH MPUBOIAT K OOIIEH CTaOMIN3alUK KU3HEHHBIX IHKIOB, B pe-
3ylbTaTe 4ero, JUHAMUKa AeMorpaduuecKor CTPYKTYPhI JJOKAIBHBIX MOMYJIAIAN TprHoOpeTa-
et OoJiee WM MeHee 3aKOHOMEPHBIN XapaKTep.
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I'JIABA 6. BO3MOKHBIE ITYTH DBOJIOLUN ABYXTOAWYHBIX )KU3HEHHBIX IUKJIOB
CARABIDAE
[To MHeHMIO OOJBLIMHCTBA HCCIIEAOBATENCH, MHOIOJETHEE Pa3BUTHE B Pa3IUYHBIX
rpynnax HazemHbix Arthropoda He3aBHCHMMO BO3HMKAJO B pe3yiibTaTe Mepexojia OT Hempe-
PBIBHOIO 0e3[Manay3HOro pa3BUTHS, XapaKTEPHOTO Ui PaBHOMEPHO-TEIUIOrO KIMMAaTta, K
Pa3BUTHIO C MIEPUOIOM TTOKOsI, HAOII0JaromemMycsi B ce30HoM kimuMmate (Andees, 1951; Masa-
ki, 1978; Paarmann, 1979; Teimenko, 1983; Tauber et al., 1986 u ap.).

6.1. MuoroJierHee passutue y Coleoptera

Cpenu Coleoptera MHOTOJICTHEE Pa3BUTHE — HE PEIKOCTh. M3BECTHO, YTO JTHMUUHKHU
Hekotopeix Lucanidae, Scarabaeidae, Cerambycidae, Buprestidae, Chrysomelidae, Elateridae,
Lycidae moryt pa3BuBaThCs OT TpEX IO MIECTH JeT. MakcuMaabHas MPOJOIKUTEIbHOCTh
pa3BUTHs HOoJaBIstoniero oonpmuacTea Carabidae, mo-BuauMomy, He MPEBBIIIAET ABYX JICT.
CUuTaIOCh, YTO JBYXTOJUYHBIC KU3HECHHBIC KB PEATU3YIOTCS Y KY>KEJIHI] TOJHKO B HaU-
OoJiee IKCTPEMANIbHBIX YCIOBHSIX cpelbl — Bbicokux mmpotax (Kaufmann, 1971; Refseth,
1988; Houston, 1981 u np.), Beicokoropesx (De Zordo, 1979; Brandmayr, Zetto Brandmayr,
1986; Butterfield, 1986, 1996; Sota, 1996; Xo6pakosa, Illaposa, 2005 u ap.) ¥ apHIHBIX
nanmmadrax (Brandmayr, 1977). OnHako gaHHBIC psijia UCCIEAOBAHHA CBHICTEILCTBYIOT O
TOM, YTO JIBYXT'OJIMYHOE PA3BUTHE HEPEIKO HAOIIOJAETCS Y Pa3INYHbIX 10 ()EHOJIOTUU BUJIOB
ot creneit 1o Tyuap (Luff, 1966; Jerum, 1980; Wallin, 1989; Illaposa, /lenucosa, 1997; Ma-
tanuH, 1998 6, 2006; Maranun, bynunos, 2003; IllapoBa, ®ununmnos, 2003; Oununmnos,
2006). Jaxxe B pa3nuuHbIX OMOTOINAX OJAHON MPUPOIHO-KIMMATHUYECKON 30HBI COOTHOLLIEHUE
OJIHOTOJMYHOTO M JIBYXT'OJUYHOTO PA3BUTHUS Y OJHOTO M TOTO K€ BHUJA MOXET BapbHPOBATh
(Makapos, Yepnsaxosckas, 1989; Uepusixosckas, 1990; Xorynesa, 1997; Illaposa, /lenucona,
1997; Tpyumuneina, 2010). DTo MO3BOISET CUUTATD, YTO B YCIOBUSAX YMEPEHHOU 30HBI IBYX-
roangyHoe pasputre y Carabidae Bctpedaercsi 3HAUUTEIBHO Yallle, YeM IoJIarajid paHee.

6.2. O030p 3BOTIOLINOHHBIX CIICHAPHEB
BO3HHKHOBEHHSI MHOToJIeTHero pa3sutusi y Carabidae

B Hacrosiiee BpeMs BBIIBUHYTO JIB€ TMIIOTE3bl BOSHUKHOBEHUSI MHOTOJIETHETO Pa3BU-
tust y Carabidae B yclioBUsIX CE30HHOTO KJIMMATa.

Cornacno ogHo#t u3 Hux (Paarmann, 1979) aByxroiu4Hoe pa3BUTHE Yy JKY>KEIHIl MOT-
70 copMHpOBATHCS Ha 0a3e IBYX PENpOAYKTUBHBIX pUTMOB. B momaBisitoeM OOIbITHHCTBE
CJIy4aeB B €r0 OCHOBE JIC)KUT PENPOJYKTUBHBIA PUTM BHJIOB C “OCEHHHM’ Pa3MHOXKEHHEM,
pa3BUTHE TOHA/ KOTOPHIX HE 3aBHCUT OT (POTONEPHO/A, a IS JIMYMHOK XapaKTepHa 3UMHSS
napamnaysa (Tun 3, mo Thiele, 1977; Tun 7, mo Paarmann, 1979). Oanako 001MraTHO ABYXIO-
JMYHBIH sKku3HeHHBIH nmki1 Abax ovalis (Duft.) chopmupoBaics Ha 6a3e HHOTO PETTPOTYKTHB-
Horo purMa (Tumn 6, mo Paarmann, 1979). B sToMm ciydae pa3BuTHe rOHaJ y CaMIIOB HE 3aBU-
CHUT OT ()OTOINEPHO/Ia, @ Y CAMOK HHUITMHPYETCS] CMEHOW KOPOTKOTO JIHS HA JUTHHHBINA, JTHYIH-
KU Pa3BUBAIOTCS C OOJUTaTHOW 3uMHel quanaysoi (Lampe, 1975).

AnbrepHatuBHas runotesa (Sota, Ishikawa, 2004) nomyckaer, 4To B YCIOBHSX yMe-
pPEHHOH 30HBI IBYXroauyHoe pa3surue y Carabidae mormo copmupoBarscst Ha 6aze penpo-
nykTuBHOTO putMa “BeceHHux’” BumoB (Tun 1, mo Thiele, 1977). B paiionax ¢ mpoxJyajHbiM
KJIMMAaTOM M KOPOTKHM TEIJIBIM CE30HOM 3TH BHJIbI IEPEIUIN Ha Pa3BUTHE C JISTHUM Pa3MHO-
KEHUEM U 3UMYIOIIEN TUUMHKON. B manpHENemM 4acTh U3 HUX 3acenia BBICOKHE IIUPOTHI,
nepeiis K ABYXroJJMYHOMY Pa3BUTHIO, a YAaCTh — I0KHbIE 00JIACTH, I/Ie Y ©UMaro cpopMupo-
BaJIaCh JICTHSISI CTUBAIMOHHAs mapamnay3a (Tum 4, mo Thiele, 1977).

Pe3ynpraThl TPOBENEHHBIX TOJIEBBIX M J1abOpaTopHBIX HcchenoBaHuii (MaranuH,
1997 B, 1998 a-6, 2006, Maranun, byaumos, 2003), a Takke aHAIU3 JTUTEPATYPHBIX JTAHHBIX
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MO3BOJIMIIM TIPEIUIOKUTh COOCTBEHHYIO CXEMY BO3MOXKHBIX ITyT€Hl BO3HHKHOBCHHS JBYXTO-
nuanoro passutus y Carabidae 3amagnoii [Taneapkruku (Matalin, 2007, 2008).

6.3. BapuaHThbI IBYXTOAMYHBIX 3KH3HEHHBIX IUKJI0B y Carabidae
¥ BO3MO:KHBbIE IyTH UX IBOJIOLUH B ycjaoBusx 3anaanoii [laneapkruku
CornacHo MOJIy4eHHBIM JAHHBIM, ABYXTOJAMYHBIC KU3HEHHBIC LUKIIBI Y KYKEIHI 3a-
nasanoi [laneapkruku GopmMupyroTcs Ha 0aze CIeAYIOMUX PEIPOTYKTUBHBIX PUTMOB:
e Paspurtue ronan y ocooeit 000ux mojaoB He 3aBUCUT OT (OTOIEPHOa U KOHTPOIUPYET-
sl TeMIiepaTypoil BO BpeMsl 3UMHEH Tnanaysbl:

1) pa3BuTHe nperMMaruHaIbHBIX (a3 ¢ GpakynbTaTUBHOM 3uMHeW auanay3oi (Tum 5
no Thiele, 1977 a; Paarmann, 1979 b).

Peanuzyercs kak (hakynbTaTUBHO-, TAK M KaK OOJIUTaTHO-IBYXTOJUYHBIN, U
nabromaercs y Pterostichus brevicornis (Kaufman, 1971), Abax parallele-
pipedus (Pill. et Mill.) (Loreau, 1983, 1985; Chaabane et al., 1993, 1996) u
Poecilus lepidus (Leske) (Paarmann, 1990; byaunos, 2002).

2) pas3BUTHE NPEUMarHHaIbHBIX (a3 ¢ 0OMUraTHOM 3uMHel mapamnay3oii (Tum 3 1o
Thiele, 1977 a; Paarmann, 1979 b).

Peanuzyercs kak ¢akyiabTaTUBHO-, TaK U KaK OOJIMTATHO-IBYXTOJUYHBIN, 1
ormeuaercs y Carabus glabratus Payk. (Refseth, 1984; Houston, 1981; ®u-
mummnos, 2006), C. violaceus L. (Refseth, 1984), C. ermaki Lutsh. (®wiun-
nos, 2007), C. bertolinii Kraatz (Brandmayr, Zetto Brandmayr, 1986),
C. caelatus schreiberi Kraatz (Brandmayr, Zetto Brandmayr, 1986),
Cychrus caraboides (L.) (Greenslade, 1965; De Zordo, 1979; Refseth, 1988;
Owunmunmos, 2007), Broscus cephalotes L. (Maramun, byamios, 2003),
P. melanarius Ill. (Jorum, 1980; Kproukosa, ITanos, 1988, Illaposa, ®u-
maunmoB, 2003; Maramun, 2006), P. niger Schall. (Jerum, 1980; Wallin,
1987, 1989; Refseth, 1988; Illaposa, ®unummos, 2003), P. madidus (F.)
(Briggs, 1965; Greenslade, 1965; Luff, 1973; Jones, 1979; Loreau, 1986;
Butterfield, 1996), Calathus melanocephalus L. (Greenslade, 1965; VIijm,
van Dijk, 1967; van Dijk, 1973, 1994; De Zordo, 1979; Refseth, 1988; ®u-
maummos, 2006, 2007), Harpalus rifipes DeGeer (MusieBa, 1963; Briggs,
1965; Greenslade, 1965; Jones, 1979; Luff, 1980; Wallin, 1987, 1989; Ma-
tanuH, 1997 B).

e PazButue ronag y ocobeit 0JHOTO M3 IMOJOB (CaMIIOB) HE 3aBUCUT OT (oTomepuoaa u

KOHTPOJINPYETCs TEMIIEPATYPOH BO BpeMs 3UMHEN JUanays3sl.

3) pa3BUTHE TOHAJ CAMOK KOHTPOIHPYETCsl (POTOMEPUOJOM M WHHUIIUUPYETCS CMe-
HOM KOpOoTKOTO JHs Ha AmuHHbI (SD—LD); pa3Butue npenMaruHaabHbIX (a3 ¢
obnuratHoit 3uMHel mapanay3soii (Tum 6 mo Paarmann, 1979 b).

Peanmu3syercs kak OOMMraTHO-IABYXTOJAMYHBIA M OMUCAH TOJBKO st Abax
ovalis Duft. (Lampe, 1975).
e Paspurtue rorana y ocobeit 000ux 1mosoB KOHTPOIUPYETCs (OTONEPHOOM U HHUIIUHUPY-
eTcsl:

4) cmeHo# mmHHOTO 1HS Ha KopoTkuii (LD—SD) mocie neproaa JeTHEro MOKOs
(acTHBaIMN); pa3BUTHE NMPEUMarnHaJlbHbIX (a3 ¢ 00IMraTHON 3MMHEN maparay-
3ot (Tun 4 mo Thiele, 1977 a; Paarmann, 1979 b).

Peanusyercs kak (hakyIbTaTHBHO-, TaK M KaK OOJIMTATHO-ABYXTOJUYHBIN H
xapakrepen ais Carabus problematicus Herbst (Houston, 1981), C. horten-
sis L. (Refseth, 1988), Calathus erratus (Sahlb.) (Greenslade, 1965;
Refseth, 1988), C. fuscipes (Goeze) (Butterfield, 1996).
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5) cmeHo#t kopotkoro nHsA Ha JUMHHBI(SD—LD); pa3zBuTHe nmpenMaruHaJIbHBIX
da3 ¢ pakynpTaTuBHOM 3uMHelN auanay3oi (Tum 1 mo Thiele, 1977 a; Paarmann,
1979 b).

Peanusyetcss kak (akyiIbTaTUBHO-ABYXTOAWYHBIA U oTMeueH y Harpalus
affinis Schrank (Musesa, 1963; Briggs, 1965; Greenslade, 1965; Jones,
1979; Oymenkos, 1984; Bymunos, 1990; Maranun, 1998 a), H. distinguen-
dus Duft. (Kacanaposa, Illaposa, 1971; Jlammwun, 1971; Tlotanosa, 1972,
[TaBnoBa, 1976; IllunenkoB, 1978; Antonenko, 1980; I[lyukos, IlnactyH,
1989; Byaunos, 1990; Byaunos, byaunos, 2007), Chlaenius vestitus Payk.
(Larsson, 1939), Omophron limbatum (F.) (Larsson, 1939; KonecHukos,
2008), a rtaxxe, Bo3moxHo y Harpalus tardus (Panz.) (Lindroth, 1945,
1992; Byaunos, 1990), H. anxius (Duft.) (Schjetz-Christensen, 1965),
H. latus (L.) (den Boer, 1977; den Boer, van Dijk, 1996, 1998), H. neglectus
Serv. (Schjetz-Christensen, 1965), H. quadripunctatus Dej. (Larsson, 1939;
Lindroth, 1945, 1992; Illunenkos, 1978; Refseth, 1988; den Boer, 1977,
den Boer, van Dijk, 1996, 1998), H. rufipalpis Sturm (den Boer, 1977; den
Boer, van Dijk, 1996, 1998), H. solitaris Dej. (den Boer, 1977; den Boer,
van Dijk, 1996, 1998).

Bo3moskHo, xu3HeHHbIH Uk A. ovalis Taoke copmupoBacs Ha 6a3e penpoyKTHB-
HOTO pHTMa, CXOAHOro ¢ purMoM BuaoB ¢ “Becennum” (Tum 1, mo Thiele, 1977), a ue ¢
“ocennum” pasmHoxenueMm (Tum 3, mo Thiele, 1977), kak cuuranoce panee (Paarmann,
1979). B nonbs3y mogo0HOW TPAKTOBKH CBUJCTEIBLCTBYET TOT (aKT, YTO PAa3BUTHE TOHAJ Y
camok A. ovalis u H. affinis mporcxoauT B UACHTHYHBIX (HOTONEPUOIMUYCCKUX YCIOBHUIX —
Ha (hoHe Bo3pacrarouieil anunbl qus (Puc. 6).

Bompoc o peanmzanuu 00JIMTaTHO-ABYXTOIMYHOTO )KU3HEHHOTO ITUKJIa Ha 0a3e pernpo-
JYKTHBHOTO PUTMa BUJIOB ¢ “BeceHHUM pazmHokeHueM (Twum 1, mo Thiele, 1977) ocraéres
OTKPBITHIM, TIOCKOJIbKY B HACTOSIIEE BPEMsl HET JaHHBIX, MMOATBEPKIAOIINX TAKOW BapUaHT
pazButus. [IpoaBIKeHE HAa CEBEp MHOTHX BHUJIOB JKYXKEJHUI C “BECEHHUM  Pa3MHOKEHHEM (B
JIaHHOM ciydae, Bce Harpalus Latr., nekoropsie Amara Bonn. u Pterostichus Bonn.) moxer
OBITH JINMUTHPOBAHO HE TOJILKO OTCYTCTBHEM IPHUTOIHBIX JIJIS )KU3HH OMOTOIIOB M3-32 PE3KO-
ro M3MEHEHHs TMOYBEHHO-PACTHTEIBHBIX YCIOBUH, TEPMO- M THUIPOPESKHMMA, WIH HHU3KON
TPO(GHOCTH CPe/bl, HO U OCOOCHHOCTSIMHU Pa3BUTHS 3UMOBABIIHNX NMPEHMArHHATBHBIX CTaIUH.
BrionHe BepoSITHO, UTO MHUIMAIMS UX PA3BUTHUS TOCIE 3UMOBKU HAXOJUTCS MO BIHSHUEM
doromeproaa, Korga yCHemrHoe 3aBepiieHrne mMeramopdo3a BO3MOXKHO TOJBKO MPH CMEHE
JUTMHHOTO JTHS Ha KOPOTKHIA, HJIK B YCIIOBUSX KOPOTKOTro AHs. Bo BCcsikoMm ciydae, ecTh JaH-
HbIE, CBUCTEIBCTBYIOIINE O TOM, YTO MPOJOJLKHTENBHOCTh Pa3BUTHUSI JMUYMHOK TPETHETO
BO3pacTa y HEKOTOPHIX BUIOB C “BECEHHUM  Pa3MHOKEHHUEM B yCIOBUSX JIUHHOTO JHS 3Ha-
ynteabHO yBennuuBaercs (van Schaick Zillesen, 1985; van Schaick Zillesen et al., 1986), uto
BIIOJIHE COTJIacyeTcsl ¢ HamuMu JanHbiMu (Martanus, 1998 a). B ycrnoBusx xapaktepHou 1
BBICOKMX IITUPOT IMOCTOSTHHOM OCBEIIEHHOCTH, B 3HAUNTEIILHON CTETICHH HUBEIUPYIOIIECH CUT-
HasbHOE 3Ha4YeHue (otonepuona (Danks, 2007), mponoHTalus pa3BUTHS 3UMOBABIIUX IPeE-
MMarvuHajJbHBIX (Pa3 y BUJIOB C HCXOJHO “BECEHHUM  Pa3MHOXKEHHEM, I10-BUIUMOMY, ITPEBBI-
[1aeT JAOMyCTUMbIE BpEMEHHBbIE paMKH. MOKHO TMoJlarath, 4TO MOCJIe U3MEHEHUS JITTUHBI THS
TEMIIepaTypHbIid (JOH yKe He MO3BOJISIET UM 3aBepIIUTh MeTamopdo3. Bo BcskoM ciydae, y
ApPKTUYECKUX HACEKOMBIX (THIIEp-, 9B- U TeMUAPKTOB B MoHMMaHuu YepHoBa, 1978) nuMeHHO
TeMIeparypa, a He (poToneproI, ABISIETCS TIAaBHBIM (PaKTOPOM, PETYIHPYIOIINM KH3HEHHBIN
kot (Kaufmann, 1971; Danks, 1993, 2007). 3To moATBEp>KAAETCS TEM, YTO Y TOAaBIISIOIIC-
To OOJIBIITMHCTBA BHJIOB KYXKEIHUI[ C JBYXTOAWNYHBIM JKU3HCHHBIM ITUKJIOM, TIPOHUKAIOIINX B
MOJI30HY I0XHBIX TYHJP, pa3BUTHE TOHAJ KOHTPOIUPYETCS TEMIIEpaTypold W He 3aBUCUT OT
doronepuosa (Puc. 6).
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Puc. 6. BoamosxHbIe yTH popMHUpOBaHUs IByXroanyHoro pasputus y Carabidae B ycnoBusx 3anaanoit [TaneapkTuku
(mo Paarmann, 1979 ¢ u3MeHeHUSIMH U JJOTIOJIHEHUSIMU ).
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Bce Buabl KyKenul] ¢ UCXOIHO “BECEHHMM ™ PAa3MHOKEHUEM, BCTPEUAIOLIUECS B Ce-
BEpHOH Taiire, JECOTYHJpPE U TYHJIpE, YCIEBAIOT 3aBEPUINTh MIPEeUMaruHalIbHOE Pa3BUTHE J1a-
)K€ B TEUEHUE KOPOTKOIO BEreTAIMOHHOTO CE30HA, COXPaHss OJHOTOAUYHBINA >KU3HEHHBIN
k1 (Andersen, 1984; Kalas, 1985; Illaposa, @unumnmnos, 2003; ®umumnmos, 2007). JIByxro-
JTUYHOE Pa3BUTHE B BHICOKHMX INMUPOTaX HAOJIONAETCS HCKIIOUHUTEIHHO y BHUIOB C UCXOIHO
“ocennnm” pasmuokenuem (Houston, 1981; Refseth, 1988; ®unummos, 2007 u ap.).

N3-3a xpatkocT GE€3MOPO3HOTO MEPHUOAA, XapaKTEPHOTO JIJIsi BHICOKHX IIUPOT U BbI-
COKOTOpHUH, CPOKH Pa3MHOXKEHHUSI Y BCEX BHJIOB JKY)KEIHUI] 3HAUUTEIBHO COKPAILAIOTCS, YTO
MPUBOJUT K ONPENEIEHHON penpodykmusHou yHuguxkayuu. B pe3ynbraTe BO3HHUKAET MPOTHU-
Bopeune: (eHOJOTUYECKH BUJ MOXET MPOSBUTHCS KaK “‘BECEHHUN’, TOT/Ia KaK €ro HU3HEH-
HBIA UK, PEATH3YIOMUNACS KaK OOJUTaTHO-ABYXTOAMYHBIA, GopMUpyeTcst Ha 6a3e OIHOTO
U3 JIByX PENPOIYKTUBHBIX PUTMOB “OC€HHUX’ BHJIOB. [l0-BUIMMOMY, UMEHHO ATO HE OBLIO
MPHUHITO BO BHUMAHKE MPHU OO0CYX)IACHUHU (POPMHUPOBAHUS JBYXTOJAUYHOTO PA3BUTHUS Y TIPE.I-
craBurenel moarpuoOsl Carabina (Sota, Ishikawa, 2004).

[To nammm gaHHbBIM, B ycnoBusix 3anaaHoi [lameapKTUKHU ABYXTOJWYHOE Pa3BUTHE Y
Carabidae mMHOrOKpaTHO W HE3aBHCHMO BO3HHKAJIO B PA3IMYHBIX (DUICTHUYCCKHUX JHHUSIX Y
BUJIOB, OTHOCSIIIUXCSI K Pa3HBIM (DEHOJIOTMYECKUM TpynmnaM. BaXHbIM maroM B Ka)JJI0M U3
CIIy4aeB SIBJSETCS 3UMOBKa 4acTH oco0Oel Ha HexapakTepHol ¢enodase. [ BUAOB ¢ Ucxoa-
HO “BECEHHHMM’ PA3MHOKEHUEM 3TO JIMYMHKHU CTapIIMX BO3PACTOB M KYKOJKH, JIJISi BHJIOB C
UCXOJHO “OCEHHUM’ Pa3MHOKEHHEM — HEMOJIOBO3penoe uMaro. Borpekn MHEHHIO O TOM,
YTO 3MMOBKA Ha HEIUAINAy3UPYIOUIEH CTaIud B YCIOBUAX CE30HHOTO KJIMMaTa, KaK MPaBHIIO,
ManoycrnemHa u Beaét k rudenu (Caymuu, Myconun, 2007), HalIM JTaHHBIE COTJIACYIOTCS C
MO3ULIMEH MCCIIeIOBATENCH, CUMTAIONIUX, YTO B IBOJIIOIUU KU3HEHHBIX IUKJIOB HACEKOMBIX
JManay3a HeOJHOKpaTHO (opMupoBaiiack ‘de NOVO’, cMemasch Ha HeXapaKTepHbIe IS BUA
dassr onrorenesa (Masaki, 1978; Tauber et al., 1986 u mp.).

3uUMOBKa Ha HeXapakTepHOW (peHodasze yBeIMUMBaeT MPOIOIKUTCILHOCTh Pa3BUTHS,
Oyarogaps ueMy 4acTh 0COO€i B MOMYJISIIIMK Pa3BUBACTCS B TEUCHUE JBYX JIET, a )KU3HEHHBIN
UK U3 OJHOTOAMYHOTO TpaHChopMUpyeTcs B (aKyIbTaTHBHO-, a 3aT€M M B OOJIMTaTHO-
JMBYXTOIUYHBIN. OJHAKO €ClM B BHICOKHUX IIUPOTaX OOJIUTaTHO-ABYXTOAMYHOE Pa3BUTHUE pea-
JN3yeTCsd UCKIIIOUUTENBbHO Ha 0a3e penpoAYKTUBHBIX PUTMOB “OCEHHHMX’ BHJOB, TO B BBICO-
KOTOPBSIX ~ COXPAHSETCS TEOpEeTUYEeCKass BO3MOXKHOCTh BO3HHUKHOBEHHUS  OOJIMTaTHO-
JIBYXTOJAMYHOTO Pa3BUTHS Y BUJOB C UCXOJHO BECEHHUM pa3MHOKEHHEM. B oTimuue oT BBI-
COKHUX IIUPOT, B BBICOKOTOPHAX HE MPOUCXOIHUT PE3KOro M3MEHEHHs (OTOMEPUOAMUECKUX
YCJIOBHM, a, 3HAUYUT, MCUYE3aET OJHO M3 KJIFOUYEBBIX OTPAaHUYCHHI, BOSMOXKHO BIHSIONIMNX Ha
pa3BUTHE 3UMYIOIIUX MpeuMaruHaibHbIX (pa3. Bmecre ¢ TeM, Kak u B cioydyae ¢ cyOapKTH4e-
CKHMH U apKTUYECKUMH MECTOOOUTAHUSIMH, ISl BBICOKOTOPUI B HACTOAIIEE BPEMS HET JOC-
TOBEPHBIX JAHHBIX, OJTBEPKIAIONINX HATMYUE OONUTAaTHO-ABYXTOAHMYHOTO PA3BUTHUS Y KY-
JKEIUI[ ¢ UCXOIHO “BeceHHMM™ pasmHoxenuem (De Zordo, 1979; Brandmayr, Zetto Brand-
mayr, 1986; Butterfield, 1986, 1996; Xobpakosa, [1lapoa, 2005).

JIByXroauuHoe pa3BUTHE AJANITUBHO BHITOJIHO M BIIOJIHE OMPABAAHO, MTOCKOJIBKY OCO-
O C MPOJOHTUPOBAHHBIM Pa3BUTHEM OOECIEUYMBAIOT BO3PACTHYIO T€TEPOTCHHOCTH MOMYJIsi-
IUHA U MPEACTaBISIOT CBOCOOpPA3HBIN CTpaTerMYecKUil pe3epB Ha ciydyall BO3HUKHOBEHUS
pasHoobOpas3HbIx (hopc-MakopHbIX obcTosTenabctB (Murdoch, 1966; den Boer, 1968; Weber,
Klenner, 1987, Maranun, 1997 6, 1998 a; Simon-Reising et al., 2008). Bo3moxH0, UMEHHO
9TO MO3BOJISIET HEKOTOPBIM BHJIAM KY>KEJIHIl 3aHUMATh OOIIMPHBIE apealibl, TOCTUTasi BBICO-
KOr'0 OOMJIHS, KaK B €CTECTBEHHBIX, TaK M B AHTPONOTEHHO HAPYIIEHHBIX OMOTOMAaX M arpolie-
Ho3ax. COorJacHO HAIIUM OIEHKaM, JIOJISI TAKUX BUJIOB CPEIU JOMHUHAHTOB PAa3IMYHBIX COO00-
IIECTB YMEPEHHOU 30HBI 3anaanon [laseapKTUKM T0BOJBHO BBICOKA U MOYET COCTABJISTH HE
MeHee 1/4, a IByXTOAMYHOCTh )KU3HEHHBIX 1HKJI0B y Carabidae B ToM Wy HHOM MPOSIBICHUN
SBJISIETCSI, CKOpEee, HE UCKIIFOUCHHUEM, a BIIOJTHE OOBIYHBIM SIBIICHUEM.
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I'JIABA 7. AHAJIU3 IEMOTPA®UYECKUX CIIEKTPOB, KAK METO/I OIMCAHUS CTPYKTYPBI
TAKCOLEHOB CARABIDAE. KOHUENUUSA ‘CTABHIbHOIO H JIABHJIBHOI O KOMIIOHEHTOB’

C cepenunbl 50-x romoB XX Beka MMoYBEHHBIE JOBYIIKH ctayin ‘de facto’ 6a3oBoii me-
TOJMKOM TPH MPOBEICHUN CHHAIKOJOrndeckux uccienosanuii Carabidae. Hecmotps Ha BO3-
MOYKHOCTh aKTHBHBIX Tmepemenicnuii ocobeit (Kacanaposa, 1970; den Boer, 1977; van
Huizen, 1979; Mossakowski, Stier, 1983; Wallin, 1986; Maranun, 1992 B; Feng et al., 2007),
CUHMTACTCS, YTO PE3YJIbTATHI CTAHAAPTU30BAHHBIX YIETOB MMOYBCHHBIMH JIOBYIIKAMU BBISBIISI-
I0T peajbHOEe pacIpeieleHHe MUIOTHOCTU MOIMYIALUNA OTIAENbHBIX BUIOB. MHUTpalluu MOTYT
WHAYIIUPOBATHCS PA3TUYHBIMU BHEITHHUMH BO3JCHCTBUSMH, HO UX OCHOBOW SIBJISETCS HEOO-
XOJIMMOCTb MPOCTPAHCTBEHHOTO Pa300IEeHUsI MECT MUTAHUs, Pa3MHOKEHUS M 3MMOBOK OT-
JenbHBIX BUJOB. OHAKO, MIPU MHTEPIIPETALMU PE3yJbTaTOB, MOJYYCHHBIX Ha OCHOBE MOY-
BEHHBIX JIOBYILIEK, MUTPALIMOHHASI aKTUBHOCTh 3a4aCTyI0 UTHOPUPYETCS.

B nocnennue necstuneTwsi Obljla YCTAHOBJICHA HEPABHOIGHHOCTH JeMOTpaduyIecKoi
CTPYKTYpbI HOIMYJISALUUNA OTAEIbHBIX BUIOB JKYKEIHUI] B pa3inuHbix 6noromnax (Makapos, Yep-
HsaxoBckas, 1989; Uepnsixosckas, 1990; llaposa, [denucona, 1996, 1997; Xorynesa, 1997 u
Ip.), 9TO IEPBOHAYAIFHO TPAKTOBAIOCH KaK OCOOCHHOCTHU pean3allii KU3HEHHBIX [IUKIIOB B
KOHKPETHBIX ycioBUsX. OpHAKO [ajdbHEHIINE WCCIASAOBaHUS TOKAa3adu 3HAYUTEIIbHYIO
yiepOHOCTh JeMorpaduueckoro coctaBa rpyrinupoBOK KYXKeIUIl B arpoleHo3ax. Tak, B ar-
pouieno3ax IIpukyOanbs 3 11 JOMUHAHTHBIX BUIOB XKYXEIHI] JIs1 5 ObUta OTMEYEHA BBICO-
Kas yJIOBUCTOCTh IPHU HEMoJIHOM Jemorpaduueckom criekrpe (boxosko, 2006). Takum obpa-
30M, B OMPENICTIEHHBIX YCIOBHUSAX BOCIPOU3BEICHUE MOMY/ISIIUA HEBO3MOXKHO, YTO 3aCTABIISIET
C OCTOPOYKHOCTBIO OTHOCHUTHCS K CYILIECTBYIOIINM MPEICTaBICHUSIM O (OPMUPOBAHUU TAKCO-
IIEHOB KY>KEJIHUI[ U UX CTPYKTYpeE.

Uccnenosanus, nposeaéuubie B 20062007 rr. B MOXYNYCTHIHHOW 30HE MO3BOJIWIM
IPETI0KUTh HOBBIN MOJXO0J K aHAIM3y CTPYKTYphl coobrnects Carabidae (Maramud u ap.,
2007; Maxkapos, Maranmun, 2009; Matalin, Makarov, 2011 a). B kadectBe Kputepus ycrieli-
HOTO CYIIECTBOBAHUS M PAa3MHOXKCHHS BUIA B KOHKPETHOM OHOTOIE paccMaTpHUBaeTCs He
YUCJICHHOCTh, & XPOHOJIOTUYECKasi CMEHa PENpOJYKTUBHBIX COCTOSIHUM OCOOEH, MO3BOJISIO-
1asi peKOHCTPYUPOBATh JKU3HEHHBIN LUKJI B MaciiTabax JIOKaJbHBIX MOMYJISIUHN, JaXe Mo
OTHOCHUTEIIEHO HEOOJBIITUM BEIOOPKAM.

Ha ocHoBanuu pa3nuuuii B YUCICHHOCTH U JIeMOTpapuiecKor CTPYKTYpe JTOKAIbHBIX
IrpynnupoBoK (¢ y4€ToM naHHbIX boxoBko, 2006) B HacEeIEHUM KYKEIIULl KaXKI0r0 KOHKPET-
HOTO OMOTOMA BBIJENISIETCA TPU TPYIIIBI BUIOB.

A) Pe3udenmui (= oc€nibie, KOPECHHBIE OOUTATENN) — MOJTHOCTBIO PEATM3YIOT KU3HEH-
HBIM MK B JaHHOM OMOTOIE, HAa YTO YKa3bIBaeT MOJHOIIEHHOCTh JeMorpaduueckoi
CTPYKTYphl JIOKQJIbHBIX MONyJsiuil. MIX oc€ninocTe o03HavyaeT HE OTCYTCTBHE, a (a-
KYJIbTaTUBHBIN XapakTep MUTPAIMOHHON aKTUBHOCTH. YIJIOBUCTOCTh 3THUX BHJIOB IIIH-
POKO BapbUPYET U MOXKET pazinyaThcs 0oJiee YeM Ha JiBa MOpsIKa.

b) Muepanmur — 06magar0T OTHOCUTENHHO BBICOKOM YIOBHUCTOCTBIO MIPH YIIEPOHOH Je-
Morpaduueckoil CTPYKType TPYIIHUPOBKH B KOHKPETHOM MecTtoobuTaHuu. Mx pas-
MHOKEHHE U pa3BUTHE MPOXOIAT B JIPYrMX OMOTOMAX, a MUTPAIIMH MOTYT OBITh Kak
(hakynbTaTUBHOMU, TaK U OOJUTATHOM YACTHIO MX KU3HEHHOTO IUKIIA.

B) Cayuaiineie (= cnopagnueckue) — XapaKTepU3YIOTCS KpailHe HU3KOH YIOBHCTOCTHIO
1, BEPOSATHO, HE CBS3AHBI C JJAHHBIM OMOTOIIOM HH TIPH Pa3MHOXKCHHHW, HU TIPH PETy-
JISPHBIX MUTPALIUSX.
be3 comHeHuit, pe3ueHTHBIC BUJIBI B3aUMOJICHCTBYIOT KaK MEXIy COOOH, TaKk U CO

cBoMMH >kepTBamu. Cropauueckue BHJIbI, MO-BUANMOMY, HE WIPAIOT 3aMETHOW POJH B
(GYHKIIMOHATBFHOM CTPYKTYpE COOOIECTB M3-3a HU3KOW YHCICHHOCTHU. Bompoc o ponm mu-
TPaHTOB B (POPMUPOBAHUHU TOTO MJIM MHOTO TAKCOLIEHA OCTAETCS OTKPBITHIM.

Bo-miepBbIX, nake UCKIIOYUTENHHO BBICOKAs TUHAMHUYECKas MJIOTHOCTh MUTPAHTOB B

OTHOCHUTEIIHO HEOONBIINX MO IIOMAAN OMOTONAaX MOXKET HE CKa3bIBaThCS HAa COCTOSIHUU I10-
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OyJSIIUA ApYruxX BUIOB. Tak, B TPOCTHMKOBBIX 3apOCHsX, IJIOMIAIb KOTOPBIX OLIEHUBACTCS
npruMepHo B 1 kMm%, Gbl1o cobpano Gosee 13 Thicsu ocoGeit Harpalus rufipes (De Geer). Eciu
IPEIOI0KNUTh, YTO BCE OHM aKTUBHO MHUTAINUCH U B3aUMOJCHCTBOBAIIN C IPYTHMH JKYKEIH-
amu, jJeMorpaduyeckue mapaMmerpbl y pPe3uICHTHBIX BUAOB JIOJDKHBI ObUTH 3aKOHOMEPHO
MEHSITBCS, Yero, OJJHAKO, 3a)UKCUPOBAHO HE OBLIO.

Bo-BTOpBIX, BBICOKAsi YUCIEHHOCTh U BUAOBOE Pa3HOOOpa3re MUTPAHTOB HEPEAKO OT-
MEUaIOTCsl B HEMIPUTOJHBIX JUIA UX KU3HU OnoTomnax. Tak, Ha COJIOHYaKe KOpeHHOro Oepera
03. DIIbTOH OBUIO 3aperHCTPUPOBAHO 66 BUIOB Kyxenull. OIHAKO M3-3a BBICOKOW KOHIICH-
Tpau# COJH, OCTHOCTH PACTUTEIBHOCTH U CTOXACTUYCCKUX MOATOIICHUH 75% W3 HHUX He
MOTYT HE TOJILKO MUTAThCSI U PA3MHOXKAThCA, HO U JIOJTO HAXOAUTHCS B TaKUX ycinoBusix. [Ipu
3TOM YJIOBHCTOCTh HEKOTOPBIX MUTPAaHTOB (Harpumep, 6otpodronta Pseudotaphoxenus rufi-
tarsis major Tschitsch.) okaszanach 3/eCh MPaKTHYECKH TaKOM K€, KaK B OTAEIbHBIX 30HAIIb-
HBIX OMOTOIAX.

B-Tperbux, naxe npu Majioil IJIOTHOCTH MONYJISIUN B JKUJIBIX OMOTOMAX KY>KEIHUIIbI
JIEMOHCTPHUPYIOT BCE MPU3HAKU MPOXOXKICHUS PEPOAYKTUBHOTO LIUKJIA C BBIPA)KEHHBIMU Ce-
30HHBIMH MaKCUMyMaMU aKTUBHOCTHU. Tak, Ha y4acTKe 3J1aKOBO-Pa3HOTPABHOM CTENH C MUH-
nanéM HU3KUM OBLIO OTIIOBJICHO 56 ocobeii Carabus bessarabicus concretus F.-W. B nepuo-
JIbl MAKCUMYMOB aKTHUBHOCTH B CEPEIMHE alnpelisi U B CepelinHEe CEHTSAOpS ero JeKalHbIe yIo-
Bbl HE npeBblann 8—12 sk3eMiuisipoB. TeM He MeHee, BUJ NMOJHOCTHIO pealn30Ball CBOM
JKU3HEHHBIM UK, 0 4YEM CBUAETEILCTBYET IMOJHOIEHHAS AeMorpaduyeckas CTpyKTypa mo-
MYJSUU U XPOHOJIOTUYECKAs TIOCIIEI0BATENbHOCTD “BO3PACTHBIX COCTOSTHUI UMaro.

Takum oOpa3om, ydacThe MHUTPAHTOB B (JOPMHUPOBAHUU TaKCOIlEHA HE OYEBUAHO U
HYX/IaeTCs B JIONIOJHHUTENBHBIX MMOATBEPKIACHUAX. B psine ciydaeB mpsimasi TPaKTOBKA JIOBY-
HICYHBIX YYETOB MPUBOJIUT K CEPHE3HBIM OIMOKAM, KOTOPbIE HEBO3MOXXHO KOMIIEHCHPOBAThH
MPUMEHEHHUEM CTaTUCTUYECKHX METOAOB. [IpeacTraBneHust 0 ToM, 4YTO TOT WJIM MHOW BUJ XKY-
KEIUI] KUBET, pA3MHOXKACTCSA U JOMHUHHUPYET B JJAHHOM OMOTOIE — TOJILKO THITOTE3a, KOTO-
PYI0 HEOOXOAMMO JOKa3bIBaTh. AHAIN3 AMHAMUKH J1eMOTpaduiyecKor CTPYKTYPhI JIOKaIbHBIX
HOITYJISIIII MOKET CTaTh OJIHUM M3 BO3MOXKHBIX IyTeH PEeIICHHUS JaHHOU MPOOIEMBI.

Hcxons u3 moiaydeHHbIX TaHHBIX, TPHU MPOBEACHUN KaK SKOJIOTMYECKUX, TaK U (hayHu-
CTHYECKHMX HMCCIE0BAHUN B COCTaBE KapaOUIOKOMIIIIECOB METOJIMYECKH 11€JI€CO00Pa3HO BbI-
JeTSTh ‘cmabunvhelll’ 1 abunvHelil’ koMmoHeHTsl (Makapos, Matanun, 2009; Matalin, Ma-
karov, 2011 a). [TepBblii U3 HUX BKJIFOYACT BUJIbI, PEATU3YIOIINE KU3HCHHBIN UK B TAHHOM
MECTOOOMTAaHUU (PE3UICHTHI), TOr/Ia Kak KO BTOPOMY OTHOCSATCSI BUJIbI, HE CBSI3aHHBIE C KOH-
KpPETHBIM MECTOOOUTAHUEM B TIEPUOJT PA3MHOKEHUS (MUTPAHTHI U CTIOPATUYECKUE).

CooTHolleHne 1adMIbHOIO U CTaOMIIBHOTO KOMIIOHEHTOB MOKET CHJIBHO BapbUpPOBATh
U HE BCET/Ia CKJIQJBIBAThCS B MOJIB3Y KOPEHHBIX oouTtateneil. Tak, B ycnmoBusx IIpudibToHbs
océmiiple BUABI onpeaesstoT aumb 6—35% BugoBoro u 15-90% uucnennoro oounus. [lpu
ATOM B 30HAIBHBIX CTAlUSAX PE3HUCHTHBIC BHIbI 3aKOHOMEPHO 3aHMMAIOT BEAYIINE MO3UIIHIH,
dbopMupys SAPO TaKCOIleHa, — HA UX JOJI0 MpUXoAuTcs 6onee 65% uncnenHoro u 15-35%
BUJIOBOT'O pazHooOpa3us. B a3oHaIbHBIX MeCTOOOMTaHUSAX MpeolIasaeT JTaOMIbHBIN KOMITO-
HEeHT — 710 95% BupmoBoro cocraBa u 85% uncineHHOCTH. PaznuuHblil BKJIax 1a0MIIBHOTO
KOMIIOHEHTa MCKAXKAeT MPEJCTABJICHUS KaK O CTPYKType HaceJIeHUs, TaKk U O BUJJOBOM pa3HO-
00pa3uu cooOIEeCTB XyKenull. be3 coMHeHul, IPUHATHE WIK HE NPUHATHE BO BHUMAHUE Ta-
KOTO BIIMSTHYSI B 3HAYUTEIBHOM CTETICHN OTPaXKaeTCsl Ha MHTEPIPETAIIH PE3yIbTaTOB YUETOB.

Bricokast 107151 1a0MIIBHOTO KOMITOHEHTa BHOCUT 3HAUUTENBbHBIM CTOXAaCTHYECKHH 31e-
MEHT B COCTaB M CTPYKTYpPY KapaOHJI0KOMIUIEKCOB, OCIOXKHSS HCIOIb30BaHHE KOJIMYECTBEH-
HBIX Mep OLIEHKH pPa3HooOpaszus U (hayHUCTHUECKOTO CXOJCTBA. UMCIEHHOCTh MUTPAHTOB,
OlICHMBaeMasl yJIOBUCTOCTBIO, MOXKET Ha MOPSAOK MPEBBIIATh YUCIEHHOCTh OCEIBIX BUJIOB.
CrnenoBarenbHO, OLeHKA (PayHUCTHMUYECKHX U IKOJOTHYECKUX XapaKTEPHCTUK C MCIOJIb30Ba-
HUEM TPAJMIMOHHBIX MOJXOJOB HE peliaer mpolieMbl, a Hepenko ycunuBaeT e€. Tak, Ha
y4acTKe TPOCTHHUKOBBIX 3apociieil yncieHHoe oouiare 36 BUIOB-MUTPAHTOB ocTuraio 83%.
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Kommuiekc nomuHaHToB (60see 5%) BBIOENCHHBIN Oe3 yuéra memMorpaduuecKux CIEKTPOB,
Bkiogyan Bcero 2 Buga — H. rufipes u H. distinguendus Duft. mpu cymepamomuHHpOBaHHH
nepBoro. OJIHaKO aHajIu3 MOJIO-BO3PACTHOTO COCTaBa JOKAIbHBIX MOIMYJISIUNA MOKa3al, 4To
3TO MOJIMJJOMUHAHTHOE COOOIIECTBO, SIAPO KOTOPOTO (GOPMUPYIOT 6 PE3UACHTHIX BUIOB.

B 3HaunTENBHOUN CTENEHW MEHSIOTCS MPEICTABICHUS O OMOTONMWYECKOW MPHYPOYCH-
HOCTHU OTJEJIbHBIX BUJIOB, a TaK)Ke O BUAaX-WHANKaTopax. Tak, Bce uzydeHusle B [IpusnbTo-
HbE MECTOOOUTAHMSI TPYNIUPYIOTCS B IBE€ KOHTPACTHBIC TPYIIIBLI: CyXUE OMYCTHIHCHHBIE CTe-
I U BJa)KHbIE, OoJiee WM MeHee rallopuTHbIe COOOIIECTBa, Pa3INuns MEXy KOTOPBIMU Ha
ypoBHe Hacesnenus: Carabidae oueBuaHbl. OIHAKO TPU aHATK3E OMOTONMUYECKOW MPHYPOYCH-
HOCTU Ha 0a3e MOJHOTO BUAOBOIO CIIKMCKA BBIIEISIETCS KOMIUIEKC BPUTOMHBIX BUAOB, BCTpE-
YAFOIIUXCS KaK B 30HATBHBIX OIMYCTBIHEHHBIX CTEISAX, TAK M HA OEperoBbIX coyioH4akax. [Ipu
9TOM 30HaJIbHbIE COOOIECTBA OTINYAIOTCS 3HAUUTEIHHON OETHOCTHIO M BKJIIOYAIOT 1-2 B,
KOTOpBIE BCTPEUAIOTCs, KaK mnpasmio, B 1-3 6uoronax (Tabnuua 3). AHanu3 OMOTOMMYECKOTO
pacnpezeneHusi, NPOBeAEHHbBIN TOIBKO JIJISl pE3UICHTOB, AT COBEPUICHHO HHBIE PE3yIbTaThl.
Tonbko Calathus ambiguus (Payk.) xapakTepusyercsi Kak 3BPUTOIHBIM, TOCKOJIbKY pa3MHO-
xaetcst B 9 u3 10 usyueHnsix crauusx. CooOIiecTBa xyKenuil MOHNMEHHBIX U IJIAKOPHBIX Me-
CTOOOMTAaHUN OKa3bIBAIOTCA YETKO M30JUPOBAHHBIMU JIPYT OT Apyra. Kaxoe u3 HUX BKIIO-
YaeT AP0 OJUTOTOMHBIX U HECKOJIBKO CTEHOTONMHBIX BUAOB (Tabmuna 4). BaxHO OTMETUTD,
yto B [IpusnpToHbE MOYTH MOJOBMHA MUTPAHTOB (41 U3 94 BUIOB) HE Pa3MHOXKAETCS HU B
onHO# n3 10 U3y4eHHBIX CTAIHi, T.€. TAaOUILHOCTh 3HAYUTENFHON YacTH KapaOuIOKOMILICK-
COB HE OTPaHUYHMBACTCS MEPEMEIICHUEM B CMEXHBIX OMOTOIAX, a HOCUT JIaHAIMA(THBIA Xa-
paxtep. [Ipu 3TOM BU0BOE pasHOOOpa3ue Kak OTJAEIbHBIX OMOTOIOB, TaK U JaHamadTa B 11e-
J0M Ha 65—75% ompenensieTcss BUIAMU, HE SBIISIONIMMUCS MOCTOSHHBIMU OOUTATEISIMU J1aH-
HOHN TEPPUTOPHH.

OnpenenéHHON KOPPEKUUHU MOTYT OBbITh MOJBEPTHYTHl KOHIEMIMH PErHOHAIBHOTO
pacripeziesieHusl BUIOB, Takue, kak ‘core-satellite” runoresa (Hanski, 1982). Cornacho eif,
BU/IbI, CJIaraloliye TO WJIM WHOE COOOIIEeCTBO, IO IMIMPOTE PACIPOCTPAHEHHS U OOHMIIUIO pas-
TENSIOTCS Ha ‘0CHO8Hble ', POPMUPYIOITUE €T0 Aapo U ‘cnymuuxu’. [lepBbie OOBIYHBI B CBOEM
pPEruoHe U JIOCTUTAIOT BHICOKOM YMCIEHHOCTH, & BTOPbIE OTHOCUTEIBHO PEAKU U, KaK MPaBH-
710, MaJIOYUCIICHHBI. B AeNCTBUTENTLHOCTH, ‘OCHOBHBIE® BHUIBI MOTYT BXOJUTh B COCTaB Kak
7abUIBPHOTO, TaK M CTa0MIIBHOTO KOMIIOHEHTAa. boiiee TOro, BHUIbI, OTIIMYAIONINECS BBICOKOM
YUCJICHHOCTHIO U 3aHMMAIOIINE OOJBITUHCTBO MECTOOOUTAHUMN, HEPEIKO XapaKTEepPU3YIOTCS
yiepOHbIM 1eMOTpadUIECKUM CIIEKTPOM.

Brustaue m1abuinbHOTO KOMIIOHEHTA MOKET CYIIECTBEHHO OTPa3UThCS HA OIEHKE KOJIHU-
YEeCTBEHHBIX MOKa3aTenel a- u [f-pazHoodpasus coobmiectB. Tak, MHAEKC BUIOBOTO OOrarct-
Ba Mapraniepa mposiBIII CUITBHYIO 3aBUCHMOCTB OT TIOJTHOTHI CIIMCKA: B HEKOTOPBIX CIydasx
ObL1a BeIsBIeHA 30-KpaTHas pasHUIlA B ero 3HaueHusix. MHaekcol pasHoobpasus lllenHona-
Bunepa u beprepa-Ilapkepa macmrabupoBaiuch 4yTh JIydllle: pa3HULA UX 3HAYEHUH IS
MOJTHOTO U YCEYEHHOTO CIHMCKOB BapbupoBaina oT 2% 1o 75%. Takoil pa3Opoc Benn4uH, CBs-
3aHHBIN ¢ MEKOMOTONMMYECKUMU PA3THUYUSIMU, MOXKET MIPUBECTU K OIIMOKAM MPU CPaBHEHUU
BUJIOBOTO pa3HO00pa3usi OTAEIbHBIX COO0IIeCTB. B 30HANBHBIX COOOIECTBaX PacX0KIEeHUE
3HAYCHUI MHIEKCOB OKazauch MUHUMaNbHBIMU: 10 30% nns unaekca lllennona-Bunepa u
1o 25% nnst unnekca beprepa-Ilapkepa; Torna kak B a3oHaiIbHBIX OHU gocTuranu 60—75%.

Takum 00pa3om, CyIIECTBYIOIIHE MPEACTABICHUS O BUJIOBOM PazHOOOpa3uu U CTPYK-
Type HaceneHus cooomiects Carabidae, mo menbmieit mepe, HecoBepieHHbI. Tak, B [Ipudib-
TOHBE YKCIIO OCEIUIBIX BUIOB HEBEIMKO — OT 4 10 20 B OTHEIBHBIX cTAUAX U 62 Ha Bceil
W3YYEeHHOU Tepputopuu. Takas KapTHHA XapaKTepHa ISl JTOKAIBHBIX ()ayH, CYIIECTBYIOIINX
B YCIIOBUSX OTPAaHUYEHHOTO MPUTOKA MUTPAHTOB M MPEACTABICHHBIX B OCHOBHOM OCEJIBIMH
Bugamu. Ciydau BBICOKOTO JIOKAJIBHOTO BHIOBOTO pazHooOpaszus xyxenwui (80—120 BugoB),
CBSI3aHHBIE C TIOMMaMHU PEK WM arpojaHamadTamMu, ¢ BBICOKOW CTEMEHBIO BEPOSTHOCTH
OTIPEICTIAIOTCS UMEHHO JTaOUITbHBIM KOMIIOHEHTOM.
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Tabnuna 3. buotonuyeckas IPUypPOUCHHOCTH OTJICNLHBIX BUAOB M KOMITO3UITHS KapaOHIOKOMILIEKCOB 30HANBHBIX H a30HANBHBIX MECTOOOUTaHMH [IpHAITETOHBS ¢
y4€TOM J1a0MIHHOTO KOMIIOHEHTa — JIOMUHAHTHBIX M CYOJJOMMHAHTHBIX BHJIOB (0000mEHHbIE MaHHbIe 32 2006—2007 TT.).

Buast

30HajIbHBIE COOOIIECTRA

A30HaJIbHBIE COOOIIECTBA

Okcrpa-
30HaJIbHBIE

I/IHTpa3OHﬁJ’ILHLIe

Bopopaznen
p. Bonbmas Cmoporza

CeBepHblii CKJIOH
r. Yiaran

ITpaBsrit 6eper
p. Xapsl

Ionpiauas
MYCTHIHEHHAS CTEITh

ITonpiHHO-31aKOBast
OIyCThIHEHHAS CTEIh

TTonbiHHO-371aKOBast
OIyCThIHEHHAs CTEIb

IlonbiHHO-31aK0Bas
OIyCThIHEHHAs CTEIb

351aK0BO-pa3HOTPaBHAs CTEb

311aK0BO-pa3HOTPaBHAs CTEIb
C MUHIAJIEM HU3KUM

WpauHbIi Jec”

“Ba
B Oanke bronornueckoit

3apociii TPOCTHHKOB
BJIOJIb TIpaBOro Oepera p. Xapbl

CoJIOHYaK C CONEPOCOM TIPOCTEPTHIM
Ha TpaBoM Oepery p. Xapsl

CoroHyak KOpeHHoOro Oepera
03. DILTOH

Calathus ambiguus

Pseudotaphoxenus rufitarsis major

Harpalus rufipes

Harpalus distinguendus

Broscus semistriatus, Harpalus calceatus

Cymindis lateralis

Curtonotus desertus

Amara ambulans

Carabus bessarabicus concretus

Cephalota atrata

N

Cicindela campestris

Harpalus anxius, H. picipennis

Amara aenea

Poecilus punctulatus

Calathus distinguendus, Cymindis lineata

Harpalus zabroides

Amara ingenua

Dicheirotricus ustulatus

Pogonus transfuga, Chlaenius spoliatus

Cylindera germanica, Calosoma auropunctatum, Dyschiriodes luticola, Dolichus halensis,
Curtonotus propinquus, Brachinus hamatus

Cephalota elegans

Clivina ypsilon, Broscus cephalotes, Bembidion aspericolle, Tachys scutellaris,
Poecilus cupreus, Pterostichus niger, Amara littorea, A. similata, Anisodactylus poeciloides,
A. signatus

10

Cephalota chiloleuca, Scarites tericola, Bembidion  minimum, Pogonus meridionalis,
/Agonum gracilipes, Harpalus smaragdinus, Cymindis decora

Pogonus cumanus, Pogonistes convexicollis, P. rufoaeneus, Cardiaderus chloroticus,
Daptus vittatus

Bcero BumoB

12

10

25

20

15

39




Tabmuma 4. buotonnyeckast MPUYPOYCHHOCTH OTACIHHBIX BUIOB U KOMIIO3HUIHS KapaOruJOKOMIUIEKCOB 30HAFHBIX M a30HABHBIX MecTooOuTaHu [IpranbToHbs C

y4€TOM CTaOMIBLHOTO KOMIIOHEHTa — TOJIbKO PE3UACHTHBIX BUIOB (00001mEnHBIC 1anubie 32 20062007 rr.).

A30HaJIbHBIE COOOIIECTBA

3oHabHBIE COOOMIECTBA Dkcrpa-
I/IHTpa3OHﬁJ’ILHHe
30HAJIBHBIC
Bopopasnen CeBepHblii CKIIOH [Ipasslit 6eper %
p. bosbmas Cmoporza r. Ynaran p. Xapsl Z S - ©
< BT {5
A A 3= > Hoa aQ,
=} =} ] ) (SIS )
2 2 5 3 g < g% 8
o) =2 fea) .
Bt E g5 S5 S 5 - o B g g 5 s =g 2 =
2 9) 2 2 ] a g 3 S E = =185} 2 > S
5 ¢5 25 S5 £ £ 3 = g = 85 E S
g = g3 c g3 g g8 2 5 g3 g g 25
Iz 8 = 8 = 8 = B B s I = o o'\© oM
2 g s Z - s E o o o P =5 5 S 2
S E £ 3 £ 3 = g g 5 & E g & o 2 g
= 25 25 25 Iy &z &3 S E -’ =
13 5 92 59 52 ° o B o) M 1 < B )
g =3 =B S 2 a g = @ = ) 5
E = 5 =g =] 5 S o 3 z 2 3
= = = o @]
< < Q =
=5 =5 o
o o O
Calathus ambiguus 1
Cicindela campestris, Carabus bessarabicus concretus, Pseudotaphoxenus rufitarsis major, 4
Curtonotus desertus
Taphoxenus gigas 1 | 1
Cymindis lateralis 1 | [ 1
Poecilus sericeus 1 | 1
Cephalota atrata 1 1]
Ophonus minimus 1 1
Harpalus cyclogonus, H. anxius 2 | 2
Harpalus serripes
/Amara ambulans, A. diaphana, Brachinus costatulus 3 |
Harpalus foveiger 1
Harpalus picipennis, H. zabroides 2
Poecilus punctulatus, Harpalus calathoides 2
Cymindis lineata 1
Calathus distinguendus 1
Pogonus transfuga, Pogonistes rufoaeneus, Tachys scutellaris, Broscus semistriatus, 5
Dyschiriodes salinus striatopunctatus
Cylindera germanica, Scarites terricola, Dischiriodes luticola, Poecilus nitens, 7
Curtonotus propinguus, Dicheirotrichus ustulatus, Brachinus hamatus
Cephalota elegans, Pogonus meridionalis, P. punctulatus, Daptus vittatus, 5
Harpalus dispar splendens
Chlaenius spoliatus 1 1
Carabus clathratus, Clivina ypsilon, Broscus cephalotes, Bembidion aspericolle,
Anisodactylus poeciloides, Acupalpus elegans, A. parvulus, Stenolophus mixtus, 10
Dicheirotrichus discicollis, Chlaenius tristis
Cephalota chiloleuca, Dyschiriodes cylindricus hauseri, Amara abdominalis, A. parvicollis 4
Calomera littoralis conjuctaepustulata, Dyschirius humeratus, Pogonus cumanus, 6
Pogonistes convexicollis, P. angustus, Cardiaderus chloroticus
Bcero Bunos 10 8 11 11 16 14 2 24 22 17
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BbIBO/IbI
[pensoxeH HOBBI KOMIUIEKC KPUTEPHEB: JIMTEIBLHOCTh (= TOJAWYHOCTH), KOJHYECTBO
reHepauuii B ce30H€ (= BOJIBTUHHOCTb), CTA0MJIBHOCTb  BOCIIPOM3BEICHMUS
(= KOHCTaHTHOCTD), (DEHOJIOTHSI PA3MHOXKCHHUS (= CE30HHOCTh) U MOBTOPSIEMOCTh PEIPO-
IYKLIWU, Ha 0a3e KOTOpOoro pa3paboTaHa OpUTHHAIIbHAS THUIIOJIOTHUS JKU3HEHHBIX LUKJIOB
Carabidae. )Xu3HeHHbBIH MK MOHUMAETCS KaK 3aKOHOMEPHOE COYETAHHE CE30HHOTO M
PEIPOAYKTUBHOTO PUTMOB, PETyISPHO BOCIIPOU3BOJIAIICECS B KOHKPETHBIX JIaHAIIadT-
HO-OMOTOMMYECKUX (= CTAIlMAIbHBIX) U CE30HHO-KIUMATHYECKUX (= 30HAJBHBIX) YCIIO-
BUSIX.
VY xyxenuu 3anagHoi [laneapktuku peanuszyercs 39 TUNOB )KU3HEHHBIX HUKIOB. OTHO-
TUITHBIC )KU3HEHHBIE IHUKIIBI MOTYT (DOPMHPOBATHCS Ha 0aze pa3IMYHBIX PEHPOAYKTHUB-
HBIX PUTMOB, a OJIUH U TOT € PENPOAYKTUBHBIA PUTM MOKET ObITh 0a30BBIM MPHU BO3-
HUKHOBEHUU Pa3INYHBIX BAPUAHTOB KU3HEHHBIX ITUKJIOB.
[TpennoxeHo pa3nuyath BapuabeNbHOCTh U BapUATUBHOCTH (= BapHUAHTHOCTb) JKU3HEH-
HOr'O LIMKJIA, MepBas U3 KOTOPBIX XapaKTEepU3yeT U3MEHEHHUE M1apaMeTPOB JKU3HEHHOI'O
[UKJIA B TIpeJiesiaX ONpeAeNEHHOr0 CE30HHOI0 PUTMa, TOT/Ia KaKk BTOpasi OTpa)kaeT u3Me-
HEHUE CaMOI'0 CE30HHOI'0 PUTMA.
PutMonoruyeckass moJUBApUAHTHOCTh MPEAINOIAracT COCYIIECTBOBAHHE B IOMYISALUU
0co0eil ¢ pa3InYHBIMU CE30HHBIMU PUTMaMH, OJIMH U3 KOTOPBIX MPEACTaBIseT 0a30BbIil
BapUaHT Pa3BUTHsI, a BTOPO (hopmupyeTcsi ‘de NOVO ' B pe3yibTare Auanay3upOBaHUs Ha
HEeXapakTepHOH (eHodase win pa3BUTHS BTOPOTO IMOKOJICHUS B ce3oHe. Hanmmuune cyomo-
NyJSIUOHHBIX TPYNIHUPOBOK HE BCETJla CBUAETEILCTBYET O MOJMBAPUAHTHOM XapaKTepe
YKU3HEHHOTO LUKJIA.
[Tpr M3MEHEHNU 30HAIBHBIX, CTAITMAIBHBIX M CE30HHBIX YCJIOBUU XapakTtep TpaHchop-
Manui KU3HeHHbIX HKI0B Carabidae Bo MHOTOM coBmamaer, 4To B 3HAYUTEIBHOM CTeE-
IIEHU HUBEJIUPYET MacHITaOHOCTb TPEHJIOB, MO3BOJISISI OLIEHUTh MX HAIPABJIEHHOCTh Ha
YPOBHE JIOKaJIbHBIX MOMYJSALIUN B IOTHOM COOTBETCTBUU C MPUHITUIIOM “30ech U ceuuac”.
MakcumanbHasi J10J1s1 BUJIOB C MOJIMBApUAHTHBIM pa3BUTHEM (10 25%) xapakTepHa s
CPeIHUX LIUPOT; I0XkKHEee (B MOIYNYCTHIHIX U CTEMSIX) U CeBEepHEe (B CpellHEel U CeBEpHOI
Taiire) oHa pe3Ko CHIKaeTcs, He mpebimas 5%. Hanbonee peskoe oOeqHeHUE CrieKTpa
KU3HEHHBIX ITUKJIOB (0oJiee ueM BIIBOE) HAOIIOAAIOTCS MPU MEPEXOAE OT HEMOPAIbHBIX
COOOIIECTB K Ta&XHBIM, @ B BBICOKMX HIMPOTAX MAcCOBO HpOsBIsLeTCs (eHOJorndecKas
yHUPHUKAIHUS.
CUHXpOHM3AIMIO KU3HEHHBIX 1UKIoB Carabidae B ce30HHOM KimMMare 00eCHeYHBaIOT:
MIPOJIOHTAIMS Pa3BUTHUS KaK NMPEMMaruHaNbHbBIX, TAK U UMardHAIbHBIX (a3; equHbIe CPo-
KM OTPOXJICHUS UMaro; BRIPaBHUBAHUE TEMIIOB CO3PEBAaHUS TOHAJT BO BPEMs JAHAIay3bl U
CUHXPOHHOE HAuajio PEernpoIyKTUBHOTO MEPHO/Ia Y 0cOOei pa3HbIX TeHepaIuil.
B ycnoBusix 3anmannoit [laneapkTuku MHOTOJIETHEE (ABYXTOJIMYHOE) PA3BUTHE Y KYXKe-
JIUI] MHOTOKPATHO M HE3aBHCHMO BO3HHUKAIO B Pa3IMYHbIX QUICTUYECKUX JUHUSIX Y BU-
JIOB, OTHOCSIIIUXCSL K pa3HbIM (DEHOJOTHUYECKUM TpynmnaM. Bo Bcex M3BECTHBIX CIydasx
IPEANOCHIIKOW MHOTOJIETHETO Pa3BUTHS SIBJIAETCS BO3HHKamomas ‘e NOVO’ 3uMoBKa
ocoOeii Ha HexapakTepHOU (eHodaze. JIByXroauuHOCTh KU3HEHHBIX IHKIOB Carabidae B
TOM WJIM HHOM TIPOSIBIICHUH SIBIISIETCS HE UCKIIIOYSHHUEM, a BIIOJTHE OOBIYHBIM SIBIICHHEM.
[Tpennoxena (coBmectHo ¢ K.B. MakapoBbIM) KOHIENIHUS ‘CMaduibHO20 U 1AOUTLHO2O
KOMNOHeHmMog® TaKCOIleHa, MEPBBIA M3 KOTOPHIX BKIIOYAET BUIBI, MOJTHOCTHIO peatu-
3YIOIIME XU3HCHHBIM UK B JJAHHOM MECTOOOWTaHHWH (PE3WJICHTHBIC), TOTJa KaK BTO-
poii — BUJBI, HE CBSI3aHHBIC C HUM B MEPHOJ Pa3MHOKEHHUs (MUTPAHTHI M CHOpajuye-
ckue). B cooTBeTcTBUM C JaHHBIM MOAXO/A0M, KPUTEPHEM YCIIEIIHOTO CYIECTBOBAHUS
BUJIa B KOHKPETHOM OMOTOIE JIOJDKHA pacCMaTpUBATHCS HE YHCIEHHOCTh, a 3aKOHOMEp-
Has CMEHA PENPOYKTUBHBIX COCTOSHHM, MO3BOJISIONIAS PEKOHCTPYUPOBATh KU3HECHHBIN
[IUKJT B MaclITabax JIOKaIbHOU MOMYJISIIIAH.
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