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PASHOOBPA3UE HACEKOMBIX B ITAJIEO3OE U B MEJIY

A.Il. PacHuubIH
Haneonmonocuueckuit uncmumym PAH; alex.rasnitsyn@gmail.com

O06001IeHBI pe3yabTaThl aHAIN3a PA3HOOOPA3Hsl HACEKOMBIX B TIalle0-
30€ ¥ WICHHCTOHOTHX B MEJIOBBIX CMOJIAX I10 JIAHHBIM JHHAMHKH COCTaBa
HX CEMEHCTB B II0CIIEA0BATENIBHbIX JIOKAJIbHBIX KOMIIIEKCAX HCKOIIAeMBIX.
[Tokaszano 1iaBHOE OOHOBJICHHE COCTaBa CEMEWCTB B Majeo30e 1 doee
Xa0THYHOE B MEJTy, TPeoOIalaHue MOJIOKUTETbHOM THHAMUKH (pocTa pas-
HOOOpa3usi) B kapboHe (KpoMe ero KOHI[a), B PaHHEH MePMHU U B TCUCHHUE
MeJia, M HeraTHBHas TuHaMuKa (mpeobiaaHnue BBIMUPAHHS) B [KETbCKOM
Beke kapOoHa M B cpenHen-1o3aHel nepmu. CoObITHSI MacCOBOTO BBIMH-
paHus He OOHapy»KeHbI HU OJIM3 IPaHULIBI IEPMH U TpHAca, HU B TCUCHHUE
Mmedna. [IpeanoxeHo rurnoresa, 0ObsCHSIONIAs OJaBICHHE AUBEPCU(UKa-
LM HACEKOMBIX B CPEIHEH-TI03THEH TIEPMH C MO3UIMI SIHTeHETHYECKOH
TEOPHH IBOJIOLHH.

INSECT DIVERSITY IN THE PALAEOZOIC AND CRETACEOUS
A.P. Rasnitsyn
Paleontological Institute, Russian Academy of Sciences; alex.rasnitsyn@gmail.com

Taxonomic diversity of insect families in the Palaeozoic and arthropod
families in the Cretaceous ambers is analyzed based on materials and me-
thods provided by Rasnitsyn (2012), Aristov et al. (2013), Rasnitsyn et al.
(2013, 2015, and submitted), Aristov, Rasnitsyn (2015). Considered was the
family composition of local (sometimes regional) fossil assemblages and
not total family lists of either succeeding time intervals nor sum of families
crossing boundaries between succeeding stratigraphic intervals, as usual.
This method presents more detailed and reliable basic data and so secures
better results. Calculated for each assemblage were a number of indices,
more useful of which were the ratio of cohorts of “young’ and ‘old’ families
(meaning of the terms is explained), and normalized or specific number of
the first and last appearances of families. The calculations reveal, firstly, a
gradual decrease of proportion of the old families through the Palaeozoic
and more chaotic changes of this ratio in the Cretaceous. Secondly, no
mass extinction events (to be revealed by steep growth of normalized/
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specific number of the last appearances) is recorded through all the intervals
considered: neither in vicinity of the Perm-Triassic transition, nor near
the middle, nor at the end of the Cretaceous. Oscillations of normalized/
specific number of the last appearances were found not directional and
usually low in contrast to those of the first appearances. In fact, during the
Palaeozoic, the resulting dynamics is positive (first appearances prevail)
during the Carboniferous except for its last interval (Gzhelian Age) and
again during all the Early Permian, as well as during all Cretaceous time
examined. In contrast, in the Gzhelian time and during all the Middle and
Late Permian (some 20 myr) the last appearances prevailed resulted in
considerable impoverishing of insect assemblages. Noteworthy is that an
indication of recovery occurred at the very P/T transition, in assemblages
from Siberian intertrapp deposits. As a result, dynamics of the taxonomic
diversity of insects and arthropods appears to be driven by tempo of their
evolutionary diversification rather than by that of extinction. In other words,
the biodiversity, and by inference the evolution in general, is hypothesized
to depend primarily on internal (strictly biological) and not external (en-
vironmental) agents. Crucial in that respect appears the phenomenon of
depressed diversification particularly apparent during the Middle and Late
Permian. A hypothesis to explain this phenomenon is proposed based on
the epigenetic theory of evolution (cf. Rasnitsyn, 2006, 2015). Particularly,
a hypothesis of the “Perfection Trap” is proposed (Rasnitsyn, 2002, 2012),
which relies on the inference that an organism is a tense trade-off between
contradictory needs of perfection of all its adaptive functions. Once ac-
hieved, a trade-off is difficult to be modified, and the more so the better
and the deeper it is. The more is a share of such perfectly constructed or-
ganisms in a particular biota, the slower the latter is able to evolve. Even
under ordinary extinction rate, such biota is destined to loss its diversity.
When the diversity of a biota decreases enough to lower sufficiently the
selective control on adaptations of component organisms, borders of the
“Perfection Trap” become subject of erosion, and the biota gets free to
evolve. New evolutionary explosion occurs, the higher one the deeper and
the longer the trap was. The Meso-Cenozoic evolutionary explosion is
supposed to be explainable in this way.

buopaszHoobpa3ue u ero AMHAMUKA Ceil-
4ac MOpasuTeNbHO MOMyIsApHbL. OJHAKO S
HE MOTY OTJeJaTbCcsl OT OLIYIIEHHs, YTO,
KaK HECKOJBbKO JCCATHICTHH Ha3aJ BBIXO-
JIOIICHHAS KOJIOTHS ObLTA MOHATA HA [T,
YTOOBI YHTH OT CKYYHOTO M TPYA0EMKOTO
U3YYCHHS PEalbHOTO KMBOI'O MaTepHala
¥ TIpU 3TOM OOpecTH ciiaBy y4€HOTO Ha
oCTpHe Iporpecca, Tak ¥ ceifiuac marema-
TU3UpOBaHHas (uoreHeTrka (KIagucTu-
Ka U MOJEKYJsipHast (QUIOreHust) BKyIe ¢
OuopaszHooOpa3ueM, CBEAEHHBIM K pacué-

TaM €ro JAMHAMHUKH, OypHO pa3BHBAIOTCS
Ha BOJIHE CIY)KEHHsI TOMY ke OoxkecTBy. S
COBCEM HE X0Yy 3THM CKa3aTh, 4TO (HUIIO-
reHuer u OMopazHooOpa3ueM 3aHUMAThCs
He Hano. DUIIOTEHUIO HE YAaIoCh BIIOJIHE
BBIXOJIOCTHUTH: B OCHOBHOM MOJIyYHJIOCH H3-
rHaTh €€ CMBICIIOBOH aHAIIN3, HO KAPTHHKA
(kmagorpamma) ocranack. M3ydyenue 6mo-
pa3sHooOpa3ust ToXke B OCHOBHOM CBE/IEHO K
MareMaTHKe, HO TaM eIlié Topbl HEeroyaroro.
$I caM TOTPATHII )KU3HB HA BCE 3TO U TEIEPh
onpoOyo MoKa3arh, KAKUe CMbBICIIBI MOTYT
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BO3HHKATh, B YaCTHOCTH, TP H3yUCHHUH JH-
HaMHKH pa3HooOpa3usl.

HacekoMblie, Kak H3BECTHO, COCTABIISIFOT
HE MCHEEe IMOJOBUHBI BCETO Pa3sHOOOpa3us
JKH3HU Ha 3eMIIe, €CIIM CUHUTATh MO YHCITY
BunoB (Zhang, 2011). Crpareruu (PacHu-
ueid, 2015a) u ucropus ux ycnexa (Rasnit-
syn, Quicke, 2002) uHTEepecHBI U BechMa
HasuIarelbHbl. B TOM 4KciIe W AMHAMUKA
UX pa3HO0Opasus B MPOILIOM, OCOOCHHO B
OKPECTHOCTSIX EPEIOMHBIX MOMEHTOB OHO-
JIOTHYECKON HCTOPHUHU 3EMITH, KOTOPBIE IIPH-
HSTO UMEHOBATh INIOOAIBHBIMU KaTacTpO-
(amu (IpaBUIILHO WITH HET, Oy/IET BUIHO U3
JanbHENIIero).

[laneoHTONOTHS HACEKOMBIX BO3HHUKJIA
CPaBHUTEJIBHO MO3IHO, HO yXKE MOYTH CTO
JIeT OHa COCTABISIET TOPJOCTh OTEUECTBEH-
HOW HayKH, a B HBIHEIIIHEM CTOJICTHH IIPO-
HCXOMIUT yXKE MHUPOBOI OyM Mase0IHTOMO-
sorun (Kepuxun u ap., 2008). Cobpanst u
B 3HAUUTEIBHON Mepe oOpaboTaHbl 0OJIb-
[IME KOJUICKIIMU MCKOMACMbBIX HACEKOMBIX
M3 CaMbIX Pa3HBIX PETHOHOB U BO3PACTOB
B Poccun. 3apy0OeskHbIe KOIJICKIIMU TaKKe
CTaJIM HaM Topa3io OOJIbIIe TOCTYITHBI, YeM
[PEXK/Ie, U HEMOCPECTBEHHO, U IO JINTepa-
Type. VI3MeHeHne o0IIero yMOHaCTPOCHUS
B HayKe Mepepacupeaesiiuio J0CTYyITHOE
(buHaHCHPOBaHME M 3aCTABHJIO HAC OYCHBb
CEpBE3HO 3aHATHCS AMHAMHUKON TAKCOHOMH-
YECKOT0 pa3HOOOpa3usi, XOTs U PAHBIIE MBI
UM OTHIO/Ib He OpesroBaiu (JImutpues, XKe-
puxuH, 1988; Pacuuipix, 1988; Imurpues
u jp., 1994, 1995; Anekcees u ap., 2001).
OCHOBHBIE PE3yJbTAThl ITUX YCUJIHH 110
HACCKOMBIM IIAJIC030s1 YK€ OITyOIMKOBAHBI
(Pacuurpin, 2012; PacHuisiH u ap., 2013;
Aristov et al., 2013; Apucros, PacuuiisH,
2015; Rasnitsyn et al., 2015) unu cuadbl B
neyars (Rasnitsyn et al., in press). 3nech s
XO0Tel1 Obl [TPEICTABUTh CaMbIe Ba)KHBIC BbI-
BOJIBI U CJIC/ICTBHSL.

1. Marepuaa

Marepuait 1 METO/IbI UCCIIEIOBAaHUM MO/~
POOHO PAcCMOTPEHBI B YIIOMSIHYTBIX Pado-
Tax, MOBTOPIO camoe IMaBHOe. EnnHunei
aHaJIM3a HU3IIETO YPOBHS MPUHATO ceMel-
CTBO HAaCEKOMBIX IS Male0305 U YJICHU-
CTOHOTHX JUIsl MEJIOBBIX SIHTapel. YpoBeHb
CceMeiCcTBa TpaAUIMOHEH ISl paCYETOB AU~
HAMHUKH Pa3HOOOpa3us HACEKOMBIX (Kpome
ATUPOBAHHBIX BHINIEC MyOIUKANUMA, CM.
Labandeira, Sepkoski, 1993; Jarzembowski,
Ross, 1996; Ross et al., 2000; Nicholson et
al., 2015) u noxazan cBor 3H(HEKTHBHOCTS.
Br16op naneo30icKuX HACEKOMBIX U MEJO-
BBIX SHTApPHBIX WICHUCTOHOTUX 00YyCIOB-
JIEH HaJU4YMeM MOJXOASIIEeTr0 Marepuana
W YCIIEXOM COOTBETCTBYIOLIUX 3asBOK Ha
¢unancupoBanue. B wactHOCTH, TIO TIEpM-
CKUM HaCeKOMBIM IOCIIeITHUE TObI YAAJI0Ch
I[[eJICHAIPABICHHO cOOpaTh M ONPEICINUTh
OOIIMPHEINA MaTepHal, B TOM YHCIIE IO TIPHH-
IUMHAAIBHO BAXHOMY MHTEPBaIy BOJIW3HU
MIEPMOTPHUACOBOM TPaHUIIbI, B JIOTIOJTHEHHE
K YK€ UMEBIIHUMCS KOJUIEKIIUSAM IO JIPYTUM
HWHTEpBaJIaM IepMH. YIaJIOCh UCIIOIB30BaTh
TaKKe JIaHHbIE TI0 KapOOHY, BasKHBIE 151 TI0-
HUMaHHUS TPEIbICTOPUM TEPMCKOT0O 3Tarna,
XOTs OHM ropasio MeHee MoApOoOHBI U Ha-
JEXHBI, TOCKOJIBKY B O0JIBIION Mepe U3BIie-
YeHbI U3 CTapOH JINTepaTyphl.

@dayHa METIOBBIX SIHTaped BBIOpaHA IS
aHaJlu3a B CBS3U C CYIIECTBOBAHHUEM T'HIIO-
T€3 0 CPEJHEMETIOBOM U MEJI-11aJIEOT€HOBOM
Kpu3ucax OMOTHI M Oyarojgapsi HAJIUYUIO
Marepuana, oOIIMPHOTo, HO HE TaKOTO He-
MOABEMHO TUTAHTCKOTO, KaK MO STHTApSIM
KaliHo30s. BaxkHol npencrasisuiach U Ta-
(hoHOMMUECKAsT OHOPOJHOCTH SHTAPHBIX
MaTepHuasoB, uX GOPMHUPOBAHUE B CPABHU-
TEJIHO Y3KOM CIIEKTpe YCIOBUI O0UTaHUS U
3aXOPOHEHUS], YTO TIO3BOJISIIO PACCUUTHIBATH
Ha 0oJee Ha/lEeKHOE BBISIBIEHUE MMEHHO
BpeMeHHOTO acrekTa TMHAMUKH. Pacimpe-
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HHE 0XBara IHTAPHOU (hayHbI 10 BCEX WICHHU-
CTOHOTHX 00YyCJIOBJICHO OOJBIINM YIaCTHEM
B HEl MayKOB M KJICIIEH, YTO HE XapaKTEPHO
JUTSL ICKOTIAGMBIX KOMITIIEKCOB M3 OCA0YHBIX
OTJIO’KEHUM.

B menom Marepuan 0XBaThIBaeT BCE OC-
HOBHBIE MHTEpBaJbI KapboHa (c MOMeHTa
YCTOMYMBOTO TOSIBIICHHST HACEKOMBIX B ITaJie-
OHTOJIOTUYECKOH JICTOIIMCH B CAMOM Havase
OaIIKMPCKOTO BeKa), mepmMu U Mena (Kpome
€aMoro ero Havasa, OTKy/Ja SHTapHbIX Ha-
CEKOMBIX TpakTudecku Her). OmHako Ma-
TepHaj U3 COBPEMEHHBIX HU3KHX IIHUPOT U
HOsHOTO MOy mIapust Be3ae OKUaIaeMo Oe-
JICH 10 CPABHEHHIO CO CPEIHIMU U BBICOKH-
MU muporamu CeBEpHOTO MOJyIIApHs, TIe
HUCTOPUYECCKU KOHIICHTPHPOBAIUCH HCCIIC-
JOBaTeNy 1 00J1acTH UX HHTEpPecoB. Beero B
pacuérax yureHo 328 ceMeicTB HaCEeKOMBIX
B 40 mare030HCKUX KOMITIIEKCOB, U3 KOTOPBIX
B OKOHYaresbHbIe pacuéThl Bonutd 30 Hau-
OoJiee NpeIcTaBUTENbHBIX, 1 486 cemelicTB
YJICHUCTOHOTHX B 18 MENOBBIX SHTApHBIX
KOMIIICKCAX, U3 KOTOPBIX B OKOHYATEIbHBIX
pacuéTax ynajaoch UCIOJIb30BaTh JACBSTh.

2. MeToasl

Paboueii enuHUICH aHanM3a y HAC BBI-
CTYHaeT CIHCOK CEMENCTB B KOHKPETHOM
HCKOTIaeMOM KOMIIJIEKCE, OXBATBIBAIOIIUI B
ONTUMAJILHOM cily4ae (hayHy KOHKPETHOTO
MECTOHAXO0K/ICHHUSI WITH HECKOILKHMX OJTM3KO
PacIOIOKEHHBIX U CYIIECTBEHHO OJHOBO3-
PACTHBIX MECTOHAXOKICHHUH (OOBIYHO OT-
HOCSIIMXCS K OJHOM cBHTE MK (POpMaLim).
OpHako Ipu HEOCTATOYHOW M3YYEHHOCTH
MPUXOIMIIOCH OOBETUHSTE B OJIUH KOMITJICKC
PETHOHAIBLHYIO, a He JIOKaITbHYO0 (hayHy, 1mo-
POl JaXke OXBaTHIBAIOIIYIO JBA COCEIHHUX
sipyca ctparurpadudeckoil mkansl. K cua-
CTBIO, TAKUX CIy4aeB ObLJIO HEMHOTO.

Jltst Kak0r0 KOMILIeKca (PUKCHpOBa-
au: 1) obliee YKCIO CEMENCTB; 2) YUCIO
CEeMEHCTB, HAWJACHHBIX B MEPBBIA U 3) B

MOCIEAHUN pa3 B UX HCTOpHH; 4) 4HCI0
YCIIOBHO JIPEBHUX CEMEHCTB (3aperucTpu-
POBaHHBIX J0 Hayalia COOTBETCTBYIOIIECTO
MHTEpBaJia U B €ro mpejenax, HO He M03-
*xe); 5) 4MCII0 YCIOBHO MOJIO/IBIX CEMEHCTB
(HaiiIeHHBIX HAa TAHHOM HHTEPBAJIC U [TOCTIE
ero KOHIIa, HO He JI0 ero Havaja); 6) Juc-
JI0 IPOXOJSIINX ceMeicTB (M3BECTHBIX Ha
caMOM HMHTEpBaJe, 0 HEero M IMOCie ero
3aBeplleHHs); 7) YUCIIO YCIOBHBIX JHIE-
MHKOB (CeME#CTB, He U3BECTHBIX 3a Mpe/ie-
JIaMH HCCIIeyeMoro nHTepBaia). Tam, rie
BO3MOYKHO, YUYUTBIBAICS O0BEM KOJITEKIIUH
(urci10 COOpaHHBIX HCKOMIAEMBbIX ), CIIOJIb-
3yEeMBIH JJ11 HOPMUPOBKH ITEPEUUCICHHBIX
BBIIIIC 3HAYCHUH JCJICHUEM UX Ha JIoTapudm
00béMa COOTBETCTBYIOIICH KOJJICKIUU:
B psiJie CIy4aeB 3TO MO3BOJHIIO CINIAUTh
BIIMSTHUE HEPAaBHOMEPHOW W3YYEHHOCTHU
KOMILJIEKCOB.

B ananu3e nuHamMukH pazHooOpasus
HCTIONIb30BAJICS IENbIN pajl ToKa3aTee.
1) HopmuposaHHoe (1160 ycpeaHéHHOE
[0 YUCIY CEMEHCTB B KOMIUIEKCE) YHCIIO
MEPBBIX ¥ MOCIEIHUX HAXOJOK CEeMEHCTB
KOCBEHHO YKAa3bIBACT HA YUCIIO BOZHHUKIINX
U BBIMEPIINX CeMEWcTB. Jemo B ToM, 4TO
TOYHBI MOMECHT BO3HHKHOBEHHUS M BBIMH-
paHUs TPyNIBl HUKOTAA HE U3BECTCH: €€
MOSIBJICHUE U MCYC3HOBEHHE B MAJICOHTOJO-
THYECKOU JICTOIIHCH OIPENIEIIACTCSI, TOMUMO
cirydaifHOCTeH, oOnnrem u mpruoOpeTeHreM
WIIN TIOTepel CBOUCTB, CIOCOOCTBYIONIUX
3aXOPOHEHHIO (HApUMeED, MOJIETa U BOIHO-
ro obpasa xxu3HH). 2) COOTHOIIECHHE YUCIIA
YCJIOBHO MOJIOZIBIX M YCJIOBHO JIPEBHUX Ce-
MEHCTB OTpa)kaeT IBOJIOIUOHHBIA OOIHK
(hayHbI: yeM OOIbIIIE MOJIOIBIX CEMEHCTB,
TeM Mosioxe 00uK (ayHbl. 3) OTHOLIEHHE
CYMMBI IIEPBBIX U MOCICAHNX HAXOIOK K 00-
[IEMY YHCITY CEMEHCTB B KOMILIEKCE (HHIEKC
obopora dayHbl) XapaKTepU3yeT CKOPOCTh
u3MeHeHui (Temn 00HOBIeHUS (hayHbI) 6e3-
OTHOCHTEJIBHO K UX HAMPABJICHHUIO.
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Fig 3. Family richness of insects through time. Richness time series derved from (A) NEW data,

presented here ...

RT = range through, i.e. all taxa ranging anywhere into an interval, with maximum (+) and minimum {-)
assumptions for FR2, plotted at stage-midpoints. BC = boundary crossers, i.e. taxa crossing interval
boundaries, plotted at stage boundaries. MIN = minimum richness, representing firm occurrences within

stages (i.e. first, last and single-interval taxa records).

Puc. 1. Jlunamuka dyuciia CeMEHCTB HACEKOMBIX 3a BpeMst ux cyiectBoanust (Nicholson

et al., 2015, fig. 3A): RT — umcno cemelcTB, 3aMKCHPOBAHHBIX B Mpeeiax cooT-
BETCTBYIOLIMX cTpaTurpaduueckux uHTeppasioB, BC — umcno cemeiicTs, mnepece-
KaFOLIMX TPAHULBI MEXKIY 9TUMU uHTepBadamMu, MIN — guciio coObITHil Ha TeX ke
WHTEepBajaxX, BKIOYAs YHCIO SHICMHKOB HWHTEpBala M YUCIO IPYTHX CEMEHCTB,
BIIEPBBIC 3/1€Ch ITOSBIISIOIIMXCS WIH BBIMUPAIOLINX.

ITo ocu abemce reoNornueckoe Bpemst (MIIH JIET), IO OCH OPAMHAT YHCIO CEMEHCTB; reono-
rudeckue nepuoasl: D — neon, C — kap6oH, P — nepms, T — Tpuac, J — topa, K — men, Pg —
naneoret, Ng — HeoreH, Q — 4eTBEPTHYHBIN MIEPHO/.

Fig 1. Family richness of insects through time (Nicholson et al., 2015, fig. 3A). RT —

range through, i. e. all taxa ranging anywhere into respective stratigraphic intervals,
BC — boundary crossers, i.e. taxa crossing interval boundaries, plotted at stage
boundaries, MIN — minimum richness, representing firm occurrences within stages
(i.e. first, last and single-interval taxa records).

On abscissa, geological time (myr), on ordinate, the number of families; geological periods:
D - Devonian, C — Carbonian, P — Permian, T — Triassic, J — Jurassic, K — Cretaceous, Pg —

Paleogene, Ng — Neogene, Q — Quaternary.

DBOITIOIMOHHBIN 00ITUK (hayHBI OKa3aJIcs
MTOJIE3HBIM MHCTPYMEHTOM ISl TIPOBEPKHU
KOPPEKTHOCTH CTpaTHrpadUIecKoil mocie-
JIOBaTEIIbHOCTH MaJIC030HCKUX KOMILIEKCOB,
MOCKOJIbKY JATHPOBKH KOHTHHEHTAJIbHBIX
OTJIOKEHHI, OTKYZIa OHH TIO OOJIBIICH YaCTH
MIPOMCXOISIT, TAJIICKO HE BCerna yOenuTemn-
HbI. CUTyanus ¢ SHTAPHBIMHA KOMIIICKCAMHU
B JTOM IUIaHE OKa3ajach WHOH, HO 00 3TOM
noapoOHee B pe3ysibTarax aHajusa.

3. Pe3yabrarsl

[IpoBenénHubIli aHaNM3 MOKa3aJ, 4TO
BOIPEKU BCEM OXKHUJIAHUSIM HHUKAKOTO Mac-
COBOTO BI:IMI/IpaHI/IH — HU HACCKOMBIX B
MaJIe030€, HU YICHUCTOHOTUX B SHTAPHBIX
KOMILIEKcax Menra — He O0but10. Ilocmeqaue
JlaHHBIE, TOJYUYEHHbIE TPAJUIIMOHHBIMU
MeToaaMu (I/ISMGHGHI/IH CYMMapHOFO TIOUH-
TEPBAJILHOTO YKCJIa CEMEICTB U YMciia ce-
MEICTB Ha FPaHUI[AX HHTEPBAJIOB) TAKKE HE
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Puc. 2. JlunamMuKa cOCTaBa CEMEHCTB HACEKOMBIX B IIOCJIEIOBATEIbHBIX KOMILIEKCAX
HCKOIIa€MbIX B TCEUCHHUEC I1aJICO304. Cl'[J'[OLHHaH JIMHUA W JI€Bad oOpAuHara —
OTHOIONCHUE 4YHUCIA TMCPBBIX W IMOCICIHUX HAXOJOK CEMEMCTB Kak IIoKa3aTellb
HampapJIeHHUs M3MEHEHUI pa3HooOpasus: ero pocra (TOYKH BBINIE TOJICTOH ToO-
PH30HTANBHOW JIMHHMH) WM TMaACHUs (TOUKH HUKE CIMHHUYHOW TOPH30HTAIIH).
HyHKTI/Ip " IpaBasg OpAUHATa — MNOKa3aTcJib MHTCHCUBHOCTU W3MEHEHUH 0e3-
OTHOCUTECJIBHO K UX HAIIPABJICHHOCTHU (CYMMa MEPBLIX U MOCICAHUX HAXOOOK CC-
MeﬁCTB, OTHECCHHaAaA K 06I.I.IGMy quciy CEMEICTB B COOTBETCTBYIOLICM KOM]'[J'IGKCG).
IMoapobuee cm.: Aristov et al. (2013), Rasnitsyn et al. (2015).

T'eonoruueckoe Bpems: C, , — koHel paHHero (paHHHId HaMIop) U cpennuii kKap6ow, C, — mosHuit
kapOoH; P, — panmsis nepmb; P, — cpenmsis nepmb; P,-T, — MO31HsAS MEPMb U IIEPEXOLT K TPUACy
(BKJHO‘-Iaﬂ paHHUI I‘pnac). Alcrcca — mocIen0BareIbHOCTh KOMIUIEKCOB HACEKOMBIX.

Fig. 2. Dynamics of family composition in succeeding insect assemblages through
Paleozoic. Continuous line and left ordinate display ration of the first to last ap-
pearances of families indicative of direction of the dynamics, that is, increasing
when the line runs above the thick horizontal line, or decreasing when it runs below
the line. Dashed line and right ordinate shows a turnover index (intensity of changes
irrespective of their direction), that is, sum of the first and last appearances divided
by number of all families recorded in the assemblage. For details, see Aristov et al.
(2013), Rasnitsyn et al. (2015).

Geological time: C__, — late Early Carboniferous (early Namurian); C, — Late Carboniferous;
P, — Cisuralian; P, — Guadalupian; P_-T, — Lopingian and Early Triassic. Abscissa: succe-
eding insect assemblages.

TOKa3bIBAIOT MACCOBBIX BEIMUPAHU. BhIsiB-
JIIETCS TOJIBKO JIOJITOBPEMEHHOE CHUKEHHE
WJIM TIPOCTO CTa0MIIN3aIUs pa3HOOOpas3us B
OKPECTHOCTAX NPEAINOoJIaraéMbIX KPU3HUCOB
(puc. 1). OnHako HallM JaHHBIE TO3BOJISIOT
3HAYUTEIBHO YTOYHUTH U JIETAIU3UPOBATH
HaOJIr0/JaeMbIe TIPOIIECCHl M TIPUOTH3UTHCS
K MIOHUMaHUIO X TPUPOJIBL.

Ecim octaBuTh B CTOpOHE HEM30EKHYIO
«3y04aTocTh» KPUBBIX, TOCTPOCHHBIX Ha
MaJICOHTOJIOTHYECKOM Marepuajie, TO Ha
rpaduke o6opora bayHbl (pUC. 2, TyHKTHP)
MBI YBUJIUM OXXKHJIaeMO€, HO HEOXHJIaHHO
cinaboe CHIKEHHE WHTEHCHBHOCTH JBOJIIO-
LMOHHOW TUHAMUKN C MOMEHTA yCTOMYNBO-
'O TIOSIBJICHUSI HACEKOMBIX B JIETOIIMCHU U J10
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Puc. 3. JluHaMUKa U3MEHEHHUs JBOJIOLMOHHOIO 00JMKa (OTHOILEHHS YHCIA YCJIOBHO
JPEBHUX M YCJIOBHO MOJIOIbIX CEMEUCTB, OpAMHATA) B MEPMCKHUX KOMILIEKCAX Ha-
cexoMbIx (abcimcca; o manabiM Aristov et al., 2013; Rasnitsyn et al., 2015). s
JIEBOW KPUBOHU «JPEBHHUE» M «MOJIOBIE» CEeMENUCTBAa — Te€, KOTOPBIC TIOSBHIUCH, CO-
OTBETCTBEHHO, /10 WJIM IIOCJIE Hayaja NEepMH, Ul IIPaBOW KPUBOM, COOTBETCTBEHHO,
MOSBUBIIIKECS 10 MJIM TIOCIIE Hadaa YP)KYMCKOTO BeKa CpeHel mepMu (IpOXOIsiiiye
ceMelCTBa M SHIEMUKH UCKITIOUEHBI, TOAPOOHEE CM. TEKCT).

Fig. 3. Dynamics of evolutionary appearance of succeeding Permian insect assemblages
(abscissa), as reflected by ratio of their “ancient” to “young” families (ordinate) (based
on data by Aristov et al., 2013; Rasnitsyn et al., 2015). Left curve: “ancient” and “yo-
ung” families are those with the first and last appearance before vs. after beginning
of Permian, respectively; right curve: the same for Urzhumian Age (transitive and
endemic families excluded; see text for details).

KOHIIa KapOoHa. OHO MPOIOIKAIOCH H B Te-
YCHHUE TIEPMH [T0CTIC 3aMETHOTO OOHOBIICHUS
(ayHbI (OsIBICHUSI GOJIBIIOTO YKCIIA HOBBIX
OTP#/I0B HACEKOMBIX) B OKPECTHOCTSIX Iep-
MokapOoHOBoTO pyOeska. HampasieHHOCTH
JUHaMHKH Ooliee pazHooOpa3Ha: B Kap0o-
HE OHA M0 OOJNBIICH YaCTH MOJOKUTEIbHA
(mepBBIX HAXOJIOK OOJIbIIIE, YEM ITOCICIHUX,
T. €. TOSBIICHHE CEMEHCTB MPEBBIIIACT HX
BBIMHPAHHUE), 38 UCKIIIOYCHUEM MOCIIE/IHE-
ro, IKEIBCKOTO BEKa, KOTAa JOMHHHPYET
BbIMUPpAHUE. B TMEPMU TAKKE MO3UTUBHBIC
[poLeCcChl BHavale (B paHHEIEPMCKOE Bpe-
Ms) npeo0iajarT, a 3aTeM CMEHSIOTCS
JOMHHHPOBAaHHEM BBIMUPAHHI, KOTOPOE
MIPOZIOJIKAETCS B TEUEHUE BCEH cpenHel u
no3nHel mepmu. Jlume Ha camoM pyOeke
MEPMH U Tpraca OTYETIIMBO HAMEYAeTCsl Ipe-
obalaHKe «IIO3UTHBA», a OHOBPEMEHHO U
OXHBIICHHE TemIia 00HOBJIeHus (payH. [lapa-
JOKCAJIBHO, YTO 3TOT MOIBEM (DUKCHPYETCS

B KPaTKMX IEpPEpPhIBaX MEXKy THTAHTCKUMU
CHOMPCKUMH JTABOBBIMHU U3NMUSHUAMH, KOTO-
pBl€ KaK pa3 U CUUTAOTCS NEPBOIMPUUUHON
MIEPMOTPHACOBOI TII00ATBHOI KaTacTpoQH,
KOTOPYH0 HaCEKOMbIE KaK OyITO COBCEM HE
3aMCTHIIH.

H3MeHeHHE 3BOJIONHOHHOTO OOJIHKA
KOMIIJICKCOB IIPOUCXOAUT TUIABHO B TCUCHUE
BCEro Maye030iCcKoro 3ramna UCTOPUH Hace-
KoMBIX. Ha puc. 3 mokasaH auiis IepMcKuit
OTPE30K, NPUUEM IByMS OTAENbHBIMU KPU-
BBIMHU: 3TO CBS3aHO CO CTICIH(UKOI MeToa
oueHku. IlokaszaTenb 3BONIOLUOHHOIO 00-
JIMKa, KaK y’e TOBOPUIIOCH, €CTh OTHOIIE-
HUE YHCJIa YCIOBHO MOJOJBIX U YCIOBHO
JPEBHUX CEMEHCTB, HO B KapOOHE YCIOBHO
JPEBHUX CEMEHCTB POCTO HET (KapOOHOBBIE
HACEKOMbIE — CaMble JPEBHUE) M MOKa3a-
Tellb He paboTaeT. A B TeueHHE IIEPMU YUCIIO
YCIIOBHO JpeBHUX (KapOOHOBBIX) CEMEHCTB
K KOHILy Cpe/IHe epMu 1aiaeT HaCTONBKO,
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Puc. 4. JIlunamuka mosiBICHUS ¥ BBIMHPAHUS CEMEIHCTB HACEKOMBIX B majeo3oe. Toir-
CTas JIMHUS — JI0JIs TIEPBBIX HAXOJOK CEMEHCTB B COCTABE MOCIEAOBATEIBHBIX KOM-
IJIEKCOB, TOHKAs JIMHHUS — JOJIs MOCTEIHNX HAXOMOK. 3aJMBKOW BBIJICIICHBI 3TallbI
IPEUMYIIECTBEHHO HETaTUBHOM JUHAMUKH, KOTrJa A0JIA IMOCICAHHUX HAXOIAOK 6BIJ'Ia
BBILIIE JIOJH NIEPBBIX. [ eosoruueckoe BpeMsi Kak Ha puc. 2.

Fig. 4. Dynamics of origination and extinction of insect families in Paleozoic. Thick line
denotes share of the first appearances in succeeding insect assemblages, and thin line
the same for the last appearances. Shaded are intervals with extinction prevailed (last
appearances more common). Geological time as in Fig. 2.

YTO IOKA3aTeNlb NepecTaéT uTo-ITH00 MoKa-
3b1BaTh. [103TOMY KpUBYIO IPUILIOCH NOKE-
JUTH, YTOOBI [T BTOPOH MOJOBUHEI IIEPMHU
MOXHO OBUIO B3ATh HOBYIO TOUKY OTCUETa.
31ech B KaueCTBE YCJIOBHO IPEBHUX IIPUHS-
Thbl CEMEICTBA, BOSHUKILIUE 10 YPAKYMCKOIO
BEKa CpeJHel mepMu U BbIMEpLIME O Ha-
yaJla Tpuaca.

Haunbonee naTEepecHbIe pe3yabTaThl 1M0-
Ka3bIBaeT pa3felIbHOE PAaCCMOTPEHUE Ju-
HaMMKH IEPBbIX U IOCIEIHUX HAXOIOK,
KOTOpBIE, KaK YK€ TOBOPHUJIOCH, OTPAKAIOT
TEMIIbl BOSHUKHOBEHMs U BBIMUpaHUsI TaK-
coHOB (puc. 4). YIuBUTENbHBIM 00pa3oM
TEeMIbl BBIMUpaHHs (TOHKas JIMHUS) BCE
BpeMsl KOJICOIIOTCSI XaOTUYECKH B OIpEfe-
JNEHHBIX IIpeelax, BECbMa Y3KUX B TEUEHUE
Cpe/Heii U mo3aHe nepmu (HU3KHUH YPOBCHB
BBIMUpAHHS B Hayaje KapOOHOBOTO MHTEP-
Bajla MOXET OBbITb TOXKE 3HAUUMbIM, HO 3TH
JlaHHbIE HEHAIEXKHbI U3-3a OTPAaHUUYEHHOCTU
Mmarepuaia). A Bce konebanus 6agaHca BO3-

HUKHOBEHHSI ¥ BBIMHPAHUS ONPEACIISIOTCS
MPAKTHYECKH TOJIBKO AWHAMHUKON BO3HHK-
HOBEHHS HOBBIX TAKCOHOB (TOJICTAs JINHHUS).
OTO0 NPUHLIUIHAIBEHO BAaXXKHO, MOTOMY YTO
MMEHHO 0ajlaHC BO3BHHKHOBEHHS U BBIMH-
paHUs onpeznenseT, pacTéT I OHOpa3HOo-
Opasue wnm magaetr. [lomydaercs, 4To BbI-
MHpaHHUe MaJIo BIUSET Ha ATOT BayKHEHIIIMH
[OKa3aTellb, PEIIAOLINM 37eCh OKa3bIBACTCS
TEMIT BOBHHKHOBEHHS HOBBIX CEMEICTB.
JuHamMuKa pa3HOOOpa3usi KOMILIEKCOB
YJICHUCTOHOTHX B MEJIOBBIX sHTApsIX (puc. 5)
ropaszo OemHee NEeTalsIMH OTYACTH H3-3a
TOTO, YTO YHCIIO JJOCTATOYHO OOTATBIX Me-
JIOBBIX SIHTAPHBIX KOMILIEKCOB HEBEJINKO
(apyrue BO3MOXHBIC MPUUHHBI PACCMOTPE-
Hbl B OOcyxzaenun). Tem He MeHee, Baxk-
Helas 0cOOEHHOCTh IMHAMHKH, 3aMe4EH-
Hasl Ha [aJIe030iCKOM MaTepuale, He MeHee
BBIYKJIO MPOSBHIJIACH U 3[1ECh. TEMITbl BbI-
MUpaHust (TOHKUH IyHKTHP) KOJIEOIIOTCS B
ropaszo OoJee y3KHX Ipezaenax, 4eM TeMITbI
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BO3HUKHOBEHHS (TOJCTBI IMYHKTHP), TaK
YTO W 37I6Ch CyMMapHasi AMHAMUKa (TOHKas
CILIOIIHAS JINHKS) ONPEIEISIOTCS Bapyaliy-
SIMHM T€MIIa MOSBJICHNUS HOBBIX ceMeHcTB. B
OTJIMYHE OT [1aJIC030s1, BCE U3MCHECHUS Ha ME-
JIOBOM MIHTEpPBaJie HOCSIT MO3UTHBHBIHN Xapak-
Tep (4MCII0 MEPBBIX U MOCIEIHMX HAXOIO0K
PaBHO TOJIBKO B CaMOM OSTHOM KOMIIIICKCE U3
[IPEICTABIIEHHBIX HA KPUBOM): HU B CEPEIH-
HE TIepuo/ia, HU B €ro KOHIIEe Mpeodiiaanue
BBIMUpaHUH He HaOMoMaeTcs. B oTimuane ot
aje030s, Kakoi-m1u0bo onpenesiéHHON TeH-
JICHIINH B N3MEHEHHIX OaJlaHca MO3UTUBHBIX
¥ HETaTUBHBIX COOBITHI HAa MEJIOBOM JTaIle
SBOJIIOLIUH SHTAPHBIX YWICHHCTOHOIUX (TOJI-
CTast JINHUsL) 3aMETUTh HE yIaéTcs.

4. Odcy:xaeHue

[IpoBenEéHHBINA HAMU aHAJIH3 TAJT HEOXKH-
JaHHbBI 1 MHOTO3HAYUTEIbHBIN PE3yIIbTaT,
OJIvH 13 MHOTUX (0 APYTrUX MOAPOOHEE CM.
B UTUPOBAHHBIX BO BBeieHNH yOIuKaIi-
sIX), HO HECOMHEHHO CaMblii BaxkHbIH. OKa-
3aJI0Ch, YTO JHHAMHUKA TAKCOHOMHYECKOTO
pa3Ho00pa3usi HACEKOMBIX U YJICHHUCTOHO-
IHX B [[EJIOM Ha JIBYX JIOCTATOYHO JUTUTEIb-
HBIX (cymmapHO okosio 140 mutH jer, det-
BEpTh Bcero (paHepo30s1) v MPUHIUITHATIEHO
Ba)KHBIX OTPE3KaX re0J0rH4eCKOro BpeMEeHU
(31O BpeMmst IepMOTPHACOBOTO, CPEAHEMEIIO-
BOTO M MEJ-IaJICOrCHOBOTO OMOTHYECKHUX
COOBITHIA) ONPEACIIACTCS CIICIIUPHUKOM ITPO-
LIeCCca 803HUKHOBEHUsI HOBBIX TAaKCOHOB, a
HE UX BBIMHUPAHHS, KAK MbI PUBBIKIH /Y-
Matb. KoHeuHo, ocTaBImecs: TpH YeTBEPTU
(haHEepo305 M TMOJOBUHA OHMOJIOTHYECKOTO
pa3Hoo0pa3us MOTYT MPUHECTH AOCTATOY-
HO MHOT'O CIOPIIPU30B M HEOXXHJIAHHOCTEH,
HO Ha CETOIHSILIHUN ICHb MBI JOJDKHBI HC-
XOJIUTh U3 U3BECTHOTO, TeM 0O0JIee 4TO U3Y-
YeHHOE HaMM pa3HooOpa3ue J0CTaTOYHO
[PEJCTABUTENBHO. B KaKOM-TO, IyCTh HE
OYCHb CEPHE3HOM CMBICJIC 3TO MOJOBUHA
OT YeTBEPTH — BOCHMAsi YaCTh U3BECTHO-

IO YeJIOBEKY II00aIbHOTO HCTOPUYECKOTO
MHOT000pa3Hs KU3HU.

[Tomy4deHHBIi pe3yabTaT MoHa4Yasy IMo-
CTaBWJI HAc B TynuK. KaxeTcs HE TOIBKO
MPUBBIYHBIM, HO U Pa3yMHBIM OOBICHATH
XOJl I3MEHEHUI TAKCOHOMUYECKOTO Pa3HO-
00pa3usi OpraHu3MOB JMHAMUKON BBIMHUpA-
HUS1, KOTOPOE B CBOKO OUEPEIb OTIPENIEIICTCS
BO3ICHUCTBUSAMHU BHELIHUX, OMOTHYECKUX U
abuormueckux, GpakTopoB. M XoTs MHOXe-
CTBO JeTallell JeicTBUs (PaKTOPOB CpPEIbI
Ha BEIMHUpaHKE OOBIYHO OCTAKOTCS HEJIOCTA-
TOYHO MOHSTHBIMH, CaM IOJIXOJl BO3pake-
HUW He BbI3bIBaET. Ho kak pa3 BeIMHpaHUE
0Ka3aJI0Ch MaJlo U3MEHYMBBIM, U OOBSCHSTD
JIMHAMHUKY OMOpa3zHOO0pa3us HaJlo BapHally-
SIMU TEMITa TUBepCH(UKAIIMU OHOTHI. 31eCh
CHOBa HAIpallliBaeTCsl OOBSCHEHUE Yepes
BO3JICHCTBHE CPEIOBBIX (PaKTOPOB, HO OHO HE
MPOXOuT. J{eicTBUTENBHO, JIETKO MIPECTa-
BUTH ce0e KaKue-TO BHEIIHNE BO3IeHCTBNS,
CTUMYIIUpYIolHe GpopmMoodpa3oBaHue, Ta-
KM€ KaK MMOBBILICHUS PaJUallMOHHOTO (oHa
WJIM OKOJIOTUYECKUE KaTacTpodbl, MEHSIIO-
LIUX cpery OOMTaHHUsS U TeM CTUMYIIUPYIO-
e oOHoBIeHHe OuoThl. Ho, BO-TIEpBBHIX,
9TO BCe JIOKaJbHbIE, B JIy4lIeM Cilydae pe-
THOHAITLHBIE M T€O0JIOTHUECKH OTHOCUTEITBHO
KpaTKoCpouyHbIe A3 EKTHI, a y HaC, B Cllyyae
cpenHel-no3aHel nepmu, peub o 20 MIH
JIET HETaTUBHOW JMHAMUKU. A BO-BTODBIX,
OOBSICHUTh HY)KHO PETYJISPHOE W JJTUTEIb-
HOE€ nooasgienue TUBepcUPHUKaLNH, a He e€
CTUMYJISIITHIO.

OObsicHenue (MHE KasKETCs, DTO JIEii-
CTBHUTEIILHO OOBSICHEHHUE) yIajI0Ch HAUTH B
MOMX K€ CTapbIX TEKCTax, MOCBALIEHHBIX,
BO-TIEPBBIX, OCMBICICHUIO PE3yJIbTATOB
nepBoil Hamel (JTaboparopuu aprpormon
[ManeonTtonornyeckoro nHctutyra PAH/
AH CCCP) nomnsITKd U3y4YeHUS] IHUHAMHE-
K1 pazHooOpa3usi HacekoMmbix (PacHuIbIH,
1989), BO-BTOPBIX, aHATINU3Y IBOFOL[HOHHOTO
rpoiiecca ¢ MO3UINI AMUTeHETHIECKON Te-
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opun sBojronuu (Pacuunsin, 2002, 20156;
Kepuxun u ap., 2008). D11 ujen, 3a Ux He-
JOCTaTOYHOMN U3BECTHOCTHIO, MHE MPUAETCS
3716Ch OYEHB KPATKO M3IIOKHTH.

B nepBoii u3 3Tux padoT OblIa npeaso-
JKCHA CXeMa CTPYKTYpBI OMOIICHOTHYECKO-
r0o Kpu3Kca M BBIJETICHBI YeThIpe ero (a3bl
— TIOATOTOBHTENbHAs, MapaJoKcaabHas,
JpamMaTHdecKas U ycrokoutenpHas. [lomaro-
TOBHUTENBHON (haze CBOWCTBEHHO OBICTpOE
CHI)KCHHE JOJM BBHIMEPLIMX CEMEHCTB (B
Ooree 00IIEM ClTydae 3TO KOTOpTa YCIOBHO
JPEBHHUX CEMENCTB ILTIOC yCIIOBHBIE SH/IEMH-
ku). B mapanokcanbHo# (ase 3amemisercs
MOSIBJICHWE HOBBIX CEMEICTB M, COOTBET-
CTBEHHO, YBEIIMUMBACTCS JIOJIS BBIMEPILIUX
(apxamzanust hayHbr). Ipamarudeckyro hazy
OTJINYACT YCKOPEHHOE OOHOBIEHHUE (payHHbI,
YCIOKOUTENIbHYI0O — CHI)KEHHE TeMIa 00-
HOBJICHHUS (hayHBI 10 POHOBOTO YPOBHS, TIpe-
XKJI€ BCETO 32 CYET TOPMOXKEHHSI BBIMHPAHHSL.
Oco00 OTMEYEHO, 4YTO B YCIIOKOUTEIHHOM
(aze «BeIMHpaHHE OBICTPO MpEKpanaeTcs,
a TIOSIBJICHUE MPOAOJDKACTCS, BpEMEHAMHU
naxe ycunuBasch. O4eBUIHO, B pe3yJbTaTe
KpHU3UCa BOZHUKIIA COOOIIECTBA ropasio 6o-
nee émkue, yeM npexae» (Pacaunpix, 1989,
c. 39). HoBble maHHBIE MOATBEPIKAAIOT, XO-
TSl ¥ HE TIOJIHOCTBIO, 3TY CXEMY, O UéM MOA-
pobuee cMm. Pacuuubin (2012). [{nst Harueit
CCTONHSIIHEH TEeMbI BAKHO TOHITHE Tapa-
JOKCAJIBHOH (ha3bl ¢ XapaKTepHBIM TSI Hed
MOJABJICHUEM TUBEPCH(DHUKALIMHA: UMCHHO
€l COOTBETCTBYIOT BBIICICHHBIC HA pHC. 4
KeMbCKUN (KOHEI[ Mo31Hero kapboHa) u
CpeIHe-TI03THENIEPMCKHI 3TaIbl, KK IbIHA U3
KOTOPBIX MPELIECTBYET COOBITHIO Ipeodpa-
30BaHus (hayHBl — yMEpEeHHOMY Ha pyOexe
KapOOHa M MepMH M TITyOOKOMY Ha MepMO-
TpuacoBoi rpanuue. OTMETUM TaKXKe, YTO
YIIOMSHYTO€ BO3HHKHOBEHHE B pe3ysbTaTe
KpH3Hca coo0IIecTB, ropasio donee EMKUX U
Pa3HOOOPAa3HbIX, YeM NPex /e, TPeICTaBIIeT
Ba)KHEHIIIee N3 MOCIEICTBUI TIEPMOTPHACO-

BOro coObITus (cM. puc. 1; moapoGHee M.
Pacuureia, 2012).

3TO 03HAYAEeT, CPEIU MMPOUETO, YTO OHO-
THYECKOE COOBITHE KOHIIA MEePMH OBIIO
KITIOUCBBIM K JalIbHEHIIEMY Pa3BUTHIO OHO-
cdepsl 3eMitr, HECMOTPS Ha TO, YTO OHO HE
COIIPOBOXKIAIOCH MAaCCOBBIM BBIMHPAHHEM
(mo kpaiiHe# Mepe B Clydae HACEKOMBIX).
OpxHako mpu BCEH ero BaKHOCTH MBI HE
MOXEM CKa3aTh, B YEM KOHKPETHO 3TO CO-
OBITHE COCTOSUIO M YeM OHO OBLIO BBHI3BAHO
WA XOTs OBl CIpOBOIMpOBaHO. [l men-
1aJIEOreHOBOTO COOBITHS B CBOE BpeMs Obliia
MPEIOKEHA TUIIOTe3a OMOIIEHOTHYECKOTO
KpHU3HCa, BBI3BAHHOTO MIMPOKUM PACIIPO-
CTPaHEHUEM ITOKPHITOCEMEHHBIX PACTCHHUH,
MEPEXBaTHBIINX PAaHHHE CTAIUU ME3030ii-
CKHX CYKIECCHH M TeM ONPOKHHYBIIUX
BCIO CHCTEMY Me3030CKHX OMOIICHO30B
(Pomenmopd, Kepuxuu, 1994; Zherikhin,
2002). OxHako 3Ta rUIoTe3a, MONyYHBIIAsT
JOCTATOYHO MIMPOKYIO M3BECTHOCTH (ECh-
k0B, 2000), CTONKHYyJIaCh C ONpeaeIéHHBIMU
TPYAHOCTSMHU.

«Anruocnepmusanus mupa» (Kpacu-
soB, 1989; IMonomapenko, 1998) peanbHo
Hayajach B CEPEIUHE MEJIOBOTO MEpHoIa
(B anmpOCKOM BeKke), a MEJIOBOE COOBITHE
(«MenoBON GHMOLIEHOTHYECKHUI KPU3HCY»)
— B koHIie opsl (Pacuuieia, 1988, 1989).
He nmomoraer naxe, eciin K 0OBSICHEHUIO,
cinenyst noruke K.JO. EcbkoBa (2000), npu-
BJICYb TPOAHTHOCIIEPMOB («IIPEATIOKPHITO-
CEMEHHBIX» — T'OJIOCEMEHHBIX, CXOIHBIX C
MOKPBITOCEMEHHBIMH TI0 HEKOTOPBIM, 4aCTO
mo MHOTMM mpusHakam; Kpacuios, 1989).
Ux pasButHe HAET BeChbMa MOCTEIICHHO U
HEKOTOPbIC (YHKIIMH MOKPHITOCEMEHHBIX
(marmpumep, SHTOMOGUITHSL) TOSBISIFOTCS Y
rOJIOCEMEHHBIX 10 KpaliHell Mepe B paH-
ueii nepmu (Krassilov, Rasnitsyn, 1999). C
JPYTO#l CTOPOHBI, 0CHOBHOE COOBITHE B MO-
pe MPOU30ILIO B CAMOM KOHIIE MeJa, T. €.
cnycts 40 MITH JIeT Tiocyie Havyalla akTHBHOM
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Puc. 5. /Innamuika pazHooOpa3sus YWICHHCTOHOTMX B MEJIOBBIX stHTapsx (Rasnitsyn et al.,
in press). Toncrast TMHUS — MOKa3aTeNb SBOJIOIMOHHOTO 00MKa KoMIuiekca (oT-
HOILICHHUE YUCIIa YCIOBHO APEBHUX M MOJIOJBIX CEMEHCTB, HOAPOOHEE CM. B TEKCTE),
TOHKas1 — WHJIEKC 060poTa (hayHbI (CM. prC. 2), TOICTHIHN MyHKTHP — YAETBHOE UHCIIO
NIEPBBIX HAXOIOK CEMEHCTB, TOHKHH ITyHKTHP — TO e IS HOCIESIHUX HaXO/OK.

Fig. 5. Arthropod diversity in Cretaceous amber (Rasnitsyn et al., in press). Thick line
shows the evolutionary appearance of succeeding assemblages (ratio of “ancient” to
“young” families, see text for details), thin line denotes changes of turnover index
(cf. Fig. 2), thick dashed line, specific number of the first appearances, thin dashed

line, same for last appearances.

AHTHOCTIEPMH3AIIMY MHUPA, U OOBSICHSTDH €ro
KaK «aTepIIoK» aHTHOCIEPMH3AIUN —
BCE-TaKH HEKOTOPAs HATSKKA.

[Mpuuuns! U CyTh peoOpa3oBaHus OHO-
ThI Ha PyOeKe Maneo30s 1 Me3030s1 (IEpMU U
Tpraca) He 6oJiee MOHATHBI, ITOCKOJIBKY B Ca-
MOM Cep/ILIe MpeAroaracMoi KaracTpoQsl,
€CJIU CYUTH 110 MEIKTPAIITOBBIM OTIOKCHHU-
stMm CubupHu, MpooKau CyIeCTBOBATh J10-
CTaTOYHO OPIMHAPHBIE COOOIIIECTRA, PAB/IA,
yiKe C HECOMHCHHBIMHU TIPU3HAKAMH TPAHC-
¢dopmaruu (cM. puc. 3; ISl pACTHTETBHBIX
COOOIIIECTB U BOAHBIX O€CIO03BOHOYHEIX CM.
Canosuukos, 2015a,6). ExuHcTBeHHOE, YTO
CTaJI0 OYEBHIHBIM IT0CTIE UCCIIEA0OBAHMS U~
HAMUKH Pa3HOO0pa3usl WICHUCTOHOTUX B Me-
noBbIX cMojtax (Rasnitsyn etal., in press), sto
TO, YTO B ME€3030€ AMBEPCU(PHUKALIHS IOTEPSI-
J1a XapaKTEPHYIO TS IIEPMH OHOPOTHOCTD B

MPOCTPAHCTBE U BO BpeMeHH. JIoKanbHbIe U
PETHOHANBHBIC KOMIUTIEKCHI CTaIIl MEHSTHCS
C Pa3HOM CKOPOCTHIO U B Pa3HOM HaIlpaBIIe-
HUH, JIeJasi HEBO3MOXXHOW UX BPEMEHHYIO
OPAMHAIMIO 110 COOTHOLICHUIO MOJIOJBIX H
npesuux rpymi (puc. 5). TToxoxe, 4To mocie
MIEPMOTPHACOBOTO COOBITHS BOZHUKIH Cy-
MIECTBEHHO HOBBIE BO3MOXXHOCTH OBICTPOI
CTEeLUANTN3ALMHT U JIUBEPTeHIIMY OPTaHU3MOB
1 UX COOOLLECTB, YTO ¥ 00eceuno OypHbIit
1 JT0 CHX TIOp HE 3aMeUINBIINICS POCT TIIO-
GanpHOrO OropasHoobpasus (puc. 6). Ho kak
9TH BO3MOXKHOCTH BO3HUKIIN M B YEM COCTO-
SUTH, TIOKA HEU3BECTHO.

He menee BayxHBI TPUUIUHBI 0OHAPYKEH-
HOTO MOJaBJCHUs dBoJroNuu (hopMupoBa-
HUSI HOBBIX TAKCOHOB), TeM 0OJiee UTO BbI-
SIBIICHHBIC WHTEPBAJBl TAKOTO IMOJABIICHHUS
PETYISIPHO TIPEABAPSIOT JTAIbl 3HAUUTEIb-
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Puc. 6. /lnunamuka pazHooOpa3usi MOPCKHX >KUBOTHBIX. YHCJIO CEMEHCTB, 3aduKCH-
POBAaHHBIX Ha MOCIIEIOBATEIBHBIX BEKAX FeOJOTHUECKOM JieTommucH (o: Anekcees

u jip., 2001, puc. 6, ¢ U3MEHEHUAMH).

Fig. 6. Dynamics of diversity of marine animals as recorded within succeeding ages of
geochronology (after Alekseev et al., 2001, Fig. 6, modified).

HBIX DBOJIIOIIMOHHBIX HHHOBAIMH. OTBET OBLT
npemnoked (Pacuunpin, 2002) BHE BCAKOR
CBsA3U C IMNOCTABJICHHBIM BBIIIC BOHpOCOM,
CBA3b K€ 3Ta Oblla 3aMeYeHa JIMIIL MHOIO
nozxe (Pacuuipin, 2012). Dra cBsi3b cyiie-
CTBYET B paMKax JIHUT€HETHYECKOH TCOPUHU
SBOJIIOIMHU, MOMYISIPHOCTH KOTOPOU MOKa
CIIMIKOM MaJia, 4TOOBI MOYKHO OBLIO 31ECh
000MUTHCH O€3 HEOOXOIUMBIX, XOTS OBbI 1 MaK-
CHMAaJIbHO KPAaTKUX OOBICHEHHIA.
DnureHeTnveckas reopus (Ha caMoM Jie-
Jie, KOHEYHO, TUIIOTE3a, HO TAKOBA IIPUBBIY-
Hast TEPMUHOJIOTHUS) MPU3HAET BAsKHEHIIIHM
OHTOI€HETUYECKUI, @ HE MOJIEKYJISIPHBIN ypo-
BEHb Opranusaiuu kuBbix cymiects (Ium-
kuH, 1987, 2010; Pacuuusiy, 2002, 20156;
Rasnitsyn, 2006, 2015). OcHoBy 3T0ii opra-
HU3AIHMN COCTABISIOT MOP(POreHETHIECKUE
MEXaHU3MbI, ((OPMUPYIOIINE ITyTH PA3BUTHUS
(kpeomsl), a MOJIEKYIISIPHBIE MEXaHU3MBbI BBI-
MOJTHSAIOT BAXKHYIO (DYHKIIUIO MEPEKITIodaTe-
JICH ¥ MOZIEPATOPOB, COIPSTAIONINX KPEOIBI
B IEJIIOCTHYIO CHCTEMY, PETYIUPYIONINX U

TOHKO HaCTpauBarOmUX HUX ACATCIBHOCTD.
OBOJIOLUOHHO Ba)KHBIH acHeKT dIHUreHe-
THKHW COCTaBJIACT KOHLCIIIUA adallTUBHOT'O
xomrpomucca (Pacuurpia, 1987). Cornac-
HO 3TOH KOHICIIUH, TCCHBIC CBA3U MECKIY
CTPYKTYpaMH OpraH13Ma B OHTOT€HE3€ U IIPU
(YHKITHOHMPOBAaHUU CTABAT UX B JKECTKYIO
3aBUCHMOCTB JpyT OT Apyra. Jltoboe m3me-
HEHUE B JTI000i1 YaCTH CHCTEMBI CKa3bIBACTCSI
Ha BCEM OpraHu3Me, U BIHUSHUE ITO IPAKTHU-
YeCcKHU Bcera OyneT HeraTuBHbIM. M3-3a 310-
r'0 OpraHM3aLus )KUBOTO CyIIeCTBa OKa3blBa-
€TCs HAIIPSKEHHBIM KOMIIPOMHUCCOM MEKIY
HEOOXOIMMOCTEIO OJTHOBPEMEHHON ONITHMH-
3aIU1 KaXI0M U3 €ro aJJaTUBHBIX (DYHKIIH.
B pesynmerare nepexn mumoM oTOopa JKUBBIE
CYILIECTBA MPEJCTAIOT HE MSTKON INIMHOM B
pyKax roHdapa, a XpynkuMm U Kalpu3HbIM
MaTepHuaioM, U3-3a YEro BHIMUPAHUE IIOILy-
JAUUI ¥ BUAOB MPOUCXOAUT MOCTOSHHO U
IIOBCEMECTHO, a yCIEIIHasl 3BOJIIOLUS OKa-
3bIBAETCS HENpeIcKazyeMol. Jlaske B U3MeH-
YUBOU Cpe€ HEKOTOPLIC BUJIbI HC MECHAIOTCS
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MHOI'ME MUJITMOHBI JIET (3BOJIIOLHS 3a0yde-
peHa), IIOTOMY YTO KIMUTCHOTUI BUA, €0
CHCTeMa KaHAJIM3aIlUi Pa3BUTHSI U OOPATHBIX
CBSI3€ii 4aCTO CTOJIh XOPOIIIO HHTETPUPOBAHA,
YTO C 3aMeYaTeIbHBIM YITIOPCTBOM MTPOTHBO-
crout u3menenusm» (Maiip, 1974, c. 353).
OpHako 3TO OJIOKUPOBAHKE DBOJIIOLMH HE
MOKET OBITh (paTanbHBIM: «CKOJIb BBICOKO HU
MOJHSIaCh Obl yCTOMYMBOCTD (3a0y(epen-
HOCTb) DMUTEHOTHIIA Ta)KE 3aMETHON 4acTh
obuTaTesel Halllel TIaHEThI, TakKe OOJbIITHE
KaTaKJIM3MBbI BPsijL Jid OyIlyT CEphe3HO yrpo-
»KaTh Pa3HOOOPA3UIO0 KHU3HH Ha 3eMJle, eCIlH,
KOHEYHO, UMETh B BH]y YBOJIOIIMOHHO 3HAa-
yMMble OTpe3KkH Bpemenu. Jlaxe [...] korma
3aMeTHas 4acTh OnopaszHoobpasusi, “3akoc-
HEBINIas’” B COBEPIICHCTBE W, CTajiO0 OBITh,
KECTKOCTH CBOUX SMTUTEHOTHUTIOB, OKAXKETCS
CYIIECTBEHHO “IIPOPEKEHHON” 0YepeTHBIM
CyOrIo0allbHBIM OJICICHEHUEM, acTepOH/I-
HOM OO sIIepHON 3UMON WM TIOAOOHBIM
AIOKAJIMIICHCOM, BBDKUBIIINE BUIBI TIOTIAY T
B CHTYAIIHIO HETIOJHBIX COOOIIECTB C CyIIe-
CTBCHHO OCJIAOJICHHBIMUA KOHKYPEHTHBIMHU
OTHOIICHUSIMU. ITO OyZeT MPOBOLIUPOBATH
OBICTPYIO HHAIATITHBHYO YBOJIOIHIO, U TEM
Oosee OBICTPYIO, YeM OoJiee OOITMPHOI OblTa
“nponosika” [...] [lpaBaa, Hall ONTUMU3M
HE pachpoCTPaHIETCs TaK JaJeKo, 4TOObI
o0erars HOBbIE COOOIIECTBA TOXOKUMH HA
npexxHue. Kak n3BecTHO, BRIMUpaHHE JaKe
[Mopcko#i hayHBI] B OKPECTHOCTSX TPAHMITBI
MEPMH U TpHUaca ObLITO XOTS U MacITaOHBIM,
HO He nogassronuM [...] OueBuano, cama
CTPYKTYpPa MOPCKHUX COOOLIECTB PaAUKaIbHO
WU3MEHUIIACH, JIaB MECTO TOPa3/io OobIIeMy
pocty 6ropasaoobpasus» (Pacuuupix, 2002,
c. 20-21).

LuTrpoBaHHBIN TEKCT, HAMUCAHHBIA 13
JIeT Ha3aJ BHE BCSIKOHM CBS3U C MEPHOIU3a-
[Mel 9TAroB KpU3Kca, MOX0XKe, mpeiaract
TUIIOTETHYECKUM MEXaHMW3M ITOJABICHHS
spontonuu. [lo-BuammMomy, 0OHOBIICHUE
OuoThI («roAroToBUTENBHAS (Pa3a Kpu3ncay,

Ha KOTOPOM BBIMHUPAIOT MHOTHE CEeMEWCTBa
JIPEBHE# KOrOPTHI), MPE/IIISCTBOBABIIIEE Ta-
panoKcaIbHOM CTaluy MOJABJICHHON HBOJIIO-
IIUH, CYIIECTBCHHO YBEININBACT B COCTABE
OUOTBI OO TPYIII, «3aKOCHEBIINX B COBEP-
LICHCTBE» CBOCH OpraHu3aiyu (MOMaBIInX
B «JIOBYIIIKY COBEpIICHCTBAY). JlanbHeiiiie
W3MEHEHHS YCIIOBHH, Ja’ke BIOJHE OpPIM-
HapHbIE 110 CBOEMY XapakTepy, NpoJosIKa-
10T CHUMaTb CBOW ypo)Kail BBIMUPAHUS, HO
JuBepcrUKAIs, 3aTOPMOKEHHAS] XOPOIIO
cOamaHCHPOBAaHHON CTPYKTYypOH SMHUTEHO-
TUIIA MHOTUX TPYIII OMOTHI, HE BOCIIOJIHSAET
9TH TIoTepH. buora Oexneet, e€ ynakoBka
CTaHOBHTCsI BCE OOJICe PHIXIION 1 HETIOTHOH.
370 CHMKAeT TPEOOBAHMS K ITPHUCTIOCOOIICH-
HOCTH €€ YJICHOB, U B YaCTHOCTH K cOaslaHCH-
POBaHHOCTH WX 3MUTEHOTHUIIA. POUCXOAHUT
9po3us «JIOBYLIKH coBeplIeHcTBa». Korna
TaKoe CHIDKEHHE JOCTHTaeT HEKOTOPOTO
KPUTUYECKOTO 3HA4YEHUs, J1I000e coObITHE
MOXET OKa3aThCsI TPUITEPOM, CITyCKOBBIM
KPIOYKOM, 3aITyCKaIOLUM JIABUHOOOPa3HYI0
TMBEPCU(PHUKAINIO U — IIPU CYACTIMBEIX 00-
CTOSITENIbCTBAX — OoJiee UM MeHee Try6o-
KO€ TIpeoOpa3oBaHue CTPYKTYPhI COOOIIECTB.

5. BeiBoaBI

1. lunamuka pa3HooOpa3usi OUOTHI
yIpaBiseTcs He W3BHE Uepe3 MacCOBHIC
BBIMUPAHUsI, @ U3HYTPU Yepe3 MMOJABICHUE
nuBepcudukain (4epe3 TOPMOKEHHE BO3-
HUKHOBEHHSI HOBBIX IPYIII).

2. ®eHOMEH TOPMOXKEeHUS JuBepcHprKa-
LMK OOBSICHUM B paMKax SIUTeHETHYECKON
TEOPUHU DBONIOIHH: TPUINHON TOPMOXKE-
HUS SIBISICTCS HAKOIUICHHE B OMOTE IPYII
C 0COOCHHO XOPOIIO COATAHCHPOBAHHBIM
SMUTEHOTUIIOM (CHCTEMON TECHO B3aMMO-
3aBHCHUMBIX MOP(OTEHETHIESCKIX MpOIIeC-
COB), TPYIHO H3MEHSEMBIM B XOJI€ SBOJOLIUH
(«JI0ByILIKA COBEPILICHCTBAY).

3. OOeHEeHUE OMOTHI B pe3yJbTaTe JIIH-
TEIBHOTO TMONABICHUS AUBEPCHPUKALNN
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OTKPBIBAET MYTh B3PBIBHOU SBOJIOLHMH B
pesynbTare ocnabieHus alanTUBHOTO KOH-
TPOJIst OpraHu3aluu B 00eTHEHHBIX COOOIIIe-
cTBax (3PO3UH KIOBYIIKH COBEPIICHCTRAY).

4. Pe3ynbTaToM B3pBIBHOI 3BOMIOIUN MO-
kKeT OBITh TpeoOpa3zoBaHue OOIINX CBOHCTB
OHMOTBI: MO3IHENIEPMCKOE COOBITHE, TIO-BU-
JIIMOMY, OTKPBLIO TAKCOHAM U COOOIIECTBAM
ME30KaifHO305 BO3MOXKHOCTh Topasio Ooiee
IyOOKOW M HEe3aBHCHMOM CIICTIHATH3aIINH,
YeM B [1aJIE030€.

5. M3yueHne TaKCOHOMHYECKOM TMHAMU-
KH pa3sHoOOpa3us 0cTaTcs ePCIeKTUBHON
U MHOTOOOearoeil 001acThIO MajJeoHTO-
JIOTHUH.

6. MeTonbl ¥ MOAXO0/IbI, TTO3BOJIUBIINE
Pa3BUTh OMHMCAHHBIC BBIIIE MPEACTABICHNU,
3aCIyKUBAaIOT BHUMaHMS.

Jluteparypa

AmnekceeB A.C., Imutpues B.I1O., [lTonomapen-
ko A.I. 2001. DBoironns TaKCOHOMHYECKO-
ro pazHooOpasus. Mocksa: 'EOC. 126 c.

ApuctoB J1.C., Pacuuusia A.IT. 2015. Haceko-
MBbI€ B aJIC030€: ATAIbI OOJIBIIOTO IIYTH. —
Ipupona, 5: 65-67.

Jmurtpue B.1O., XKepuxun B.B. 1988. M3me-
HEeHHUs Pa3HOo0Opa3ust CeMEHCTB HACEKOMBIX
10 JTaHHBIM METOJa HAaKOIIJIEHHBIX IOsBIIE-
uuit. — ITonomapenko A.T. (pex.). Menosoii
OMOLIEHOTHYECKHI KPU3KUC U BOIIOLUS Ha-
cexOMBIX. MockBa: Hayxka. C. 208-215.

HAmutpues B.1O., [Tonomapenko A.I., Pacauipia
AIl 1994. JIlunHamMyKa TaKCOHOMHYECKOTO
pazHo0Opasusi HEMOPCKOW OMOTHL. — KO-
CHCTEMHBIC TIEPECTPOMKHU U IBONIOLIHUS OHO-
cdepsl, Tom 1. Mocksa: Henpa. C. 167-174.

Jmutpues B.IO., Ilonomapenko A.I., PacHu-
ueia AIL 1995, /lunaMuKa TaKCOHOMHUYE-
CKOTO pa3HOOOpa3us MPEeCHOBOIHBIX Opra-
H13MOB. — [laneoHToNOrNUECKuit XKypHa,
4:3-9.

EcbkoB K.1O. 2000. Hcropus 3emiau U XKHU3HU
Ha Heil. MockBa: MUPOC-MAUK «Hayxka/
Wurepnepuoanka». 352 c.

Kepuxun B.B., [lonomapenko A.l, Pacauimsia
A.Il. 2008. BBenenue B MaJIcORHTOMOJIO-
ruto. Mocksa: T-Bo Hayu. u3n. KMK. 371 c.

Kpacunos B.A. 1989. IIponcxoxaeHue u paH-
HsIs DBOJTIOIHUS IIBETKOBBIX pacTeHuit. Mo-
ckBa: Hayxka. 264 c.

Maiip D. 1974. TTonynsiiii#, BUABI U SBOJFOLIUSL.
Mocksa: Mup. 460 c.

ITonomapenko A.I. 1998. ITaneoOuosorus aH-
ruocnepmusanuu. — IlageoHToIOTHYEC-
kuit xyprain, 4: 3-10.

Pacuunpin AT, 1987. Temrmbl 3BONIONHH U
SBOJIFOIMOHHAsT TEOPusi (rumoTes3a ajar-
THUBHOrO KOMIpomucca). — Tarapuuos JLIT,
Pacuunpen AL (pex.). DBomonus u GHO-
neHOTHYeCKHne Kkpu3nuCel. Mocksa: Hayka.
C. 46-64.

Pacuuneia A.IT. 1988. [Tpo6aema riio6ansHOro
KPU3UCa HA3EMHBIX OMOIIEHO30B B CEPEINHE
MesnoBOro nepuona. — Ilonomapenko A.T.
(pen.). MenoBo#i OUOIIEHOTHYECK T KPU3UC
U 9BOMIONUS HACEKOMBIX. MockBa: Hayka.
C. 191-207.

Pacuunbia A.IT. 1989. /TuHamuka CEMEHCTB Ha-
CeKOMBIX U TPOOIEMA MeJIOBOr0 OHOLEHO-
TH4eCckoro kpusuca. — Coxonos b.C.
(pen.). Ocanounas 060109ka 3eMiH B TIPO-
CTpaHCTBE u Bpemenu. Crparurpadus u mna-
neonronorus. Mocksa: Hayka. C. 35-40.

Pacuunbia A.T1. 2012. Koraa sxu3Hb U HE 1yMa-
na ymuparb. — [Ipupona, 9: 39-48.

Pacuunbia A.IT1. 2002. TIporecc 3BOMIOIUA
U METOMOJIOTHSl CHCTeMATHKU. — Tpy.bl
Pycckoro sHTOMOJIOTHYECKOT0 OOIIECTBA,
73: 1-107.

Pacuunpi A.IT. 2015a. CTpaTeruu 3BONIONHU-
OHHOTO ycriexa HacekoMbIX. — IIpupona, 2:
14-20.

Pacunubma A.I1. 20156. Dnurenernyeckas Teo-
pHst DBOJTIOIIMH Ha Tasbliax. — Invertebrate
Zoology, 12 (1): 103-108.

Pacuuupin A.Il., Apuctos J1.C., Pacuunsin JI.A.
2013. Hacekomble y pyOeska epMH U paHHe-
ro Tpuaca (Yp)KyMCKHI—OJICHEKCKUI BEKa)
1 pobiieMa IepMOTPUACOBOTO KpHU3rca O1o-
paznoobpasusi. — XKyphHain o6eit 6uoo-
ruw, 74 (1): 43-65.

Ponennop¢ b.b., XKepuxun B.B. 1974. [Taneon-
TOJIOTHS U OXpaHa mpuposl. — [Ipuposa,
5: 82-91.

CanosaukoB ["H. 2015a. [Taneoskonornyeckas
XapaKkTepucTHKa TpamnmnoBoro riato Cpen-
Heil Cubupu B KOHIE ero pOpMUPOBaHUL



PasHoo6pasne HacekoMbIX B naneosoe u merny

455

(BOSIM3M rpaHMIBI IEPMH U TpHaca). — Ila-
JICOHTOJIOTHYECK U xypHai, 1: 86-94.
Canosaukos [ H. 20156. [Taneoskonornyeckas

XapakTepucTrka Tpamnmnosoro miaato Cpen-
Heit Cubupu B cepeiiHe BpeMeHH ero Gpop-
MupoBaHus (koner nepmu). — [laneonTo-

aoruueckuil xxypuai, 4: 103-110.

Iumkus M.A. 1987. UHauBHayaibHOE pa3Bu-
THE U SBOJIOIIMOHHAS TEOPHs. — TarapuHOB
JLIL., Pacaumein A.IL. (pem.). DBOmronus u
OnoneHOTHYECKHE KPU3UChl. Mocksa: Hay-
ka. C. 76-124.

Mumkua M.A. 2010. DBoIOIUOHHAS TEOPHUS
1 HAYYHOC MBIIJICHUEC. — IlaneonTomOTN-
4yecKkui xkypHa, 6: 3-17.

Aristov D.S., Bashkuev A.S., Golubev V.K., et
al. 2013. Fossil Insects of the Middle and
Upper Permian of European Russia. — Pa-
leontological Journal, 47 (7): 641-832.

Aristov D.S., Rasnitsyn A.P. 2015. Dynamics of
insect diversity in the Paleozoic. — XVIII
International Congress on the Carbonifer-
ous and Permian. August 11-15, 2015, Ka-
zan, Russia. Abstract volume. Kazan: Ka-
zan Federal University, Institute of Geology
and Petroleum Technologies. P. 31.

Jarzembowski E.A., Ross A.J. 1996. Insect
origination and extinction in the Phanerozo-
ic. — Geological Society of London, Spe-
cial Publication, 102: 65-78. doi: 10.1144/
GSL.SP.1996.001.01.05.

Krassilov V.A., Rasnitsyn A.P. 1999. Plant re-
mains from the guts of fossil insects: evo-
lutionary and paleoecological inferences.
— Proceedings of the First Palaeoentomo-
logical Conference. Moscow, 1998. Bratisla-
va: AMBA Projects International. P.65-72.

Labandeira C.C., Sepkoski J.J. 1993. Insect di-
versity in the fossil record. — Science, 261:
310-315. doi: 10.1126/science.11536548.

Nicholson D.B., Mayhew P.J., Ross A.J. 2015.
Changes to the Fossil Record of Insects
through Fifteen Years of Discovery. — PL0S
ONE, 10 (7): e0128554. doi:10.1371/journal.
pone.0128554.

Rasnitsyn A.P. 2006. Ontology of evolution and
methodology of taxonomy. — Paleontologi-
cal Journal, 40 (Suppl. 6): S679-S737.

Rasnitsyn A.P. 2015. Epigenetic theory of evo-
lution in brief. — Botanica Pacifica, 4 (2):
5-8.

Rasnitsyn A.P., Aristov D.S., Rasnitsyn D.A.
2015. Dynamics of the taxonomic diversity
of insects in the Early and Middle Permian.
— Paleontological Journal, 49 (12): 1282-
1309.

Rasnitsyn A.P.,, Bashkuev A.S., Vorontsov D.D.
et al. (in press). Sequence and scale of cha-
nges in the terrestrial biota during the Cre-
taceous (based on materials from fossil res-
ins). — Cretaceous Research.

Rasnitsyn, A.P., Quicke, D.L.J. (eds). 2002. His-
tory of insects. Dodrecht: Kluwer Academ-
ic Publishers. 517 p.

Ross A.J. Jarzembowski E.A., Brooks S.J.
2000. The Cretaceous and Cenozoic re-
cord of insects (Hexapoda) with regard to
global change. — Culver S.J., Rawson P.F.
(eds.). Biotic Response to Global Change,
the Last 145 Million Years. Cambridge
University Press. P. 288-302. doi: 10.1017/
CB09780511535505.020.

Zhang Zh.-Q. 2011. Animal biodiversity: An
introduction to higher-level classification
and taxonomic richness. — Zootaxa, 3148:
7-12.

Zherikhin VV. 2002. Ecological history of ter-
restrial insects. — Rasnitsyn, A.P., Quicke,
D.L.J. (eds.). History of Insects. Dodrecht etc.:
Kluwer Academic Publishers. P. 331-388.




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /CMYK
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments true
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /DEU <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /RUS <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


