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PASHOOBPA3BUE HACEKOMBIX B ITAJIEO30OE U B MEJTY
A.Il. PacHuubIH

Ianeonmonozuuecxuii uncmumym PAH; alex.rasnitsyn@gmail.com

O06001IeHBI pe3ynbTaThl aHAN3a PA3HOOOPA3Hsl HACCKOMBIX B Talle0-
30€ ¥ WICHHUCTOHOTHX B MEJIOBBIX CMOJIaX IO JaHHBIM AMHAMHKH COCTaBa
UX CEeMEICTB B [T0CIIEA0BATEIILHBIX JIOKAIBHBIX KOMIUIEKCAX HCKONIAEMBIX.
[TokazaHo 1IaBHOE OOHOBJICHHE COCTaBa CEMEHCTB B Majieo3oe U Ooliee
Xa0THUYHOE B MelTy, peo0iiajaHue MoJI0KUTEIbHON IMHAMUKY (pocTa pas-
HOOOpa3usi) B kKapOoHe (KpOMe ero KOHIIa), B PaHHEH NepMH U B TCUCHHE
MeJia, M HeraTHBHAs TUHAMUKA (Tpeo0iaiaHne BBIMUPAHHS) B [KETbCKOM
Beke KapOoHa M B cpenHen-1o3aHel nepmu. CoOBITHSI MacCOBOTO BBIMH-
paHus He OOHapyKEHbI HU OJIM3 FPaHULIBI IEPMH U TpHAca, HA B TCUCHHUE
Mena. [IpeanoxeHo runoresa, 0ObsACHSIONAs OJABICHHE AUBEPCUpHKA-
LM HACCKOMBIX B CPEIHEH-TI03THEN TIEPMH C MO3UIMI SIHTeHETHIECKOH
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 Palacozoic
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 CEeil-
4ac MOpasuTeNbHO MOMyIsApHbl. OJHAKO S
HE MOTY OTJeNaTbcsi OT OLIYIIEHHUS, YTo,
KaK HECKOJBbKO JCCATHICTHH Ha3aJ BBIXO-
JIOLICHHASI KOJIOTHsl ObLIA OHATA HA IIHT,
9TOOBI YHTH OT CKYYHOTO M TPYA0EMKOTO
W3YYCHHS PEalbHOTO JKMBOI'O MaTepHala
¥ TIpU 3TOM 0OpecTH ciiaBy y4&HOTO Ha
OCTpHe Iporpecca, Tak ¥ ceifuac marema-
THU3UpOBaHHAs (QriioreHeTHKa (KJIaIuCTH-
Ka M MOJICKYJSIpHAs: (pUIIOTCHHS) BKYIIC C
Ouopa3zHooOpa3ueM, CBEJAEHHBIM K pacué-

TaM ero JWHAMUKH, OypHO Pa3BHBAIOTCS
Ha BOJIHE CIY)KEHHsI TOMY ke OokecTBy. 5
COBCEM HE XOYy 3THUM CKa3aTh, 4TO (HUII0-
TeHHel n OMopazHoOOpa3ueM 3aHUMAThCs
He Hajo. OUIOreHUI0 He YIaIOoCh BIIOTHE
BBIXOJIOCTHUTH: B OCHOBHOM HOJIyYHIIOCH H3-
THATh €€ CMBICIIOBOM aHAJIN3, HO KAPTUHKA
(kmamorpamma) ocranack. M3yuenue ouo-
pa3HooOpa3ust ToXke B OCHOBHOM CBE/IEHO K
MareMaTHKe, HO TaM eIlé TOpbl HEMoYaToro.
51 caM mOTpaTUIT XKU3Hb HA BCE ATO U TEIEPh
onpoOyo MoKa3arh, KAKUE CMBICIBI MOTYT
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BO3HHKATh, B YACTHOCTH, P H3yUCHHUH JH-
HaMHKH pa3HooOpa3usl.

HacexoMmbie, kKak H3BECTHO, COCTABIISIOT
HE MCHee IMOJOBUHBI BCErO Pa3sHOOOpa3us
JKM3HU Ha 3eMIIe, €CIM CUUTATh MO YHCITY
Bus0B (Zhang, 2011). Crparerun (PacHu-
ublH, 2015a) u ucropus ux ycnexa (Rasnit-
syn, Quicke, 2002) uHTEpEeCHHI U BechMa
Ha3uAaTeNbHEL. B ToM umcne u muHaMuka
UX pazHooOpasus B MPOILIOM, OCOOCHHO B
OKPECTHOCTSIX MIEPEIOMHBIX MOMEHTOB OHO-
JIOTHYECKOH HCTOPUH 3eMIIH, KOTOPBIC TIPH-
HSTO MMEHOBATh INIOOAIBHBIMU KaTacTPO-
(hamu (MpaBUIIBHO UK HET, OyJEeT BUIHO U3
JTAJTBHEHIIETO).

[laneoHTONOTHST HACEKOMBIX BO3HHUKJIA
CPaBHUTEJIBHO MO3IHO, HO yXKE MOYTH CTO
JIET OHA COCTAaBJISIET TOPIOCTH OTECUECTBECH-
HOW HayKH, a B HBIHEIITHEM CTOJICTHH IIPO-
HCXOMUT yXKE MHUPOBOI OyM MaJeOIHTOMO-
noruu (XKepuxuH u ap., 2008). CobpaHbl 1
B 3HAYHUTENBHON Mepe 00paboTaHbl OOJIb-
[IMe KOJUICKIIMU MCKOMACMbIX HACEKOMBIX
U3 CaMBIX Pa3HBIX PETHOHOB M BO3PAcTOB
B Poccun. 3apy0OekHbie KOJUIEKITMN TaKkKe
CTaJI HaM ropa3zo OOJIBIIIE JOCTYITHBI, 4eM
MIpeX/ie, ¥ HeTIOCPEACTBEHHO, U IO JINTEpa-
type. VI3MeHeHne o0IIero yMoHaCTPOCHUS
B HayKe IMepepacrnpepeiniao T0CTyImHOe
(UHAHCHpOBaHME W 3aCTABWIIO HAC OYCHBb
CEpPBE3HO 3aHATHCS AMHAMHUKON TAKCOHOMU-
YECKOT0 pa3HOOOpa3usi, XOTs U PAHBIIE MBI
WM OTHIO/Ib He Ope3rosainu (Jmutpues, XKe-
puxuH, 1988; Pacuaunein, 1988; Imutpuen
u ap., 1994, 1995; Anekcees u ap., 2001).
OCHOBHBIC Pe3yabTaTHl dTHX YCUIUH IO
HACCKOMBIM IAJIC030s YXKE OIyOIMKOBAHBI
(Pacuumb, 2012; Pacaunbe u ap., 2013;
Aristov et al., 2013; ApucroB, PacHurpIH,
2015; Rasnitsyn et al., 2015) wiu cnansl B
neuyath (Rasnitsyn et al., in press). 3nech 4
XOTeJN OBl IIPEJCTaBUThH CaMBIC Ba)KHEIC BBI-
BOJIBI ¥ CJICJICTBUSI.

1. MarepuaJn

Marepuai 1 METO/IbI NCCIIEIOBAaHUMN MO/
POOHO PACCMOTPEHBI B YHOMSIHYTBIX pa0o-
TaX, MOBTOPIO camoe IaBHoe. Exununein
aHaJK3a HU3IIETO YPOBHS MPHHITO CEMEl-
CTBO HACEKOMBIX IS ITajic030s1 U YICHU-
CTOHOTHUX IUIS MEJIOBBIX STHTaped. YpoBeHb
CeMeHCTBa TPaJUIIOHEH ISl PacYETOB U~
HAMHKH Pa3HO0Opa3usi HACEKOMBIX (KpoMme
OATHPOBAHHBIX BBINIE ITyOJHUKAIIUN, CM.
Labandeira, Sepkoski, 1993; Jarzembowski,
Ross, 1996; Ross et al., 2000; Nicholson et
al., 2015) n nokazan cBoio 3((EKTUBHOCTE.
Br100p naneo30ickux HACEKOMBIX U MEIIO-
BbIX STHTAPHBIX YJICHUCTOHOTUX 06yCHOB-
JICH HaJUYMEeM MOIXOMSAIIEro MaTepualia
U YCIEXOM COOTBETCTBYIOLIMX 3asBOK Ha
¢unancupoBanue. B yactHOCTH, IO TIEpM-
CKUM HACCKOMBIM ITOCIICTHIE TOBI YIATOCh
[eJICHAIIPABICHHO cOOpaTh M ONPEICIUTh
OOIIMPHEINA MaTepHal, B TOM YHUCIIE TIO TIPHH-
OUMHATHHO Ba)KHOMY HHTEPBAIY BOIH3U
MIEPMOTPHACOBOI T'PaHUIIBI, B JOTIOJHCHUC
K YK€ UMCBIIUMCS KOJUJICKIUAM I10 JPYTUM
WHTEpBaJIaM [IEPMHU. YIal0Ch HCIIOJIh30BaTh
TaKKe JIaHHbIE TI0 KapOOHY, BayKHBIE 151 TIO-
HUMaHU OPEAbICTOPUU NEPMCKOIo 3Talla,
XOTSl OHU TOPa3a0 MEHee MOIPOOHBI U Ha-
JEKHBI, TIOCKOJIBKY B OOJIBIIION MEPEe U3BJIe-
YCHBI U3 CTAPOIl JIUTEPATYPHI.

dayHa MENOBBIX sSTHTapel BHIOpaHa [UIs
aHaJM3a B CBSI3H C CYIICCTBOBAHUEM THIIO-
TE3 0 CPEITHEMEIIOBOM H MEJI-IIaJICOr€HOBOM
Kpu3nucax OWMOTHI M Oyarojgapsi HaJIUUYUIO
Marepuaa, oOIIMPHOTO, HO HE TaKOTo He-
HO}I’béMHO TUTaHTCKOT'O0, KaK IO sSHTapsIM
KaliHO304. BaykHoli mpencrasisuiach U Ta-
(dboHOMHUYECKAS] OJHOPOIHOCTD SIHTAPHBIX
MaTepuaioB, UX (HOPMHUPOBAHKE B CPABHH-
TEJILHO Y3KOM CIIEKTPE YCIOBHI OOUTAHUS U
3aXOPOHEHHUSI, YTO MO3BOJIUIO PACCUUTHIBATH
Ha OoJyiee HAIEKHOE BBISIBICHHE MMCHHO
BPEMEHHOTO acIieKTa JHHAMUKH. Pacmmpe-
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HUE OXBara SIHTapHOM (hayHbI 10 BCEX YISHHU-
CTOHOTHX 00YyCJIOBIICHO OOJBIINM YIaCTHEM
B HEii MayKoB U KJIEIel, 4TO HEe XapaKTEePHO
JUTSI UICKOTIAEMBIX KOMITJICKCOB M3 OCaIOYHBIX
OTJIO’KECHHU.

B 1nienmom MaTepuai oxBaTbIBaeT Bce OcC-
HOBHbIE MHTEpBaJibl KapOoHa (C MOMEHTa
YCTOWYHMBOTO TIOSIBIICHHSI HACEKOMBIX B ITaJIe-
OHTOJIOTMUYECKOM JIETOMCH B CAMOM Hauaje
OAaIIKIPCKOTO BeKa), MEPMH U Mena (Kpome
CaMoro ero Havasa, OTKy/Ja SHTapHbIX Ha-
CEKOMBIX TpakTHuecku HeT). OnHaKko Mma-
TepUaj U3 COBPEMEHHBIX HU3KUX LIMPOT U
OxHoOTrO MONYyMmIapus Besze oxunaeMo oOe-
JIEH T10 CPABHEHUIO CO CPEAHUMHU U BBICOKH-
MU mporaMu CeBepHOTO TONYIIApHsL, T/Ie
HUCTOPUYECKH KOHLIEHTPUPOBAIHUCH HCCIIe-
JIOBaTeIu U 00JIaCTH MX HHTEpecoB. Beero B
pacuérax yuareHo 328 ceMelcTB HaCEKOMBIX
B 40 naneo30icKuX KOMILIEKCOB, U3 KOTOPBIX
B OKOHYaresbHble pacuérhl Bouuiu 30 Hau-
OoJiee NpeICTaBUTENILHBIX, U 486 ceMeicTB
YICHUCTOHOTHUX B 18 MEJNOBBIX SHTApHBIX
KOMIUIEKCAX, U3 KOTOPBIX B OKOHYATEILHBIX
pacuérax ynajaoch UCIOJIb30BaTh AEBSTh.

2. MeToabl

Paboueii enuHUICH aHanM3a y HAC BBI-
CTyIaeT CIMHCOK CEeMEHCTB B KOHKPETHOM
HCKOTIaeMOM KOMILIEKCE, OXBATHIBAIOIINH B
ONTUMAJILHOM cilydae (ayHy KOHKPETHOTO
MECTOHAXOXKICHHSI MIIA HECKOIBKUX OJII3KO
PaCIONIOKEHHBIX M CYIIECTBEHHO OHOBO3-
PACTHBIX MECTOHAXOXKJICHUH (OOBIYHO OT-
HOCSIIUXCS K OHOM CBUTE WK (popMaIi).
OpHako TIpu HEOCTATOYHOW M3YYEHHOCTH
MIPUXOJIMIIOCH OOBEIUHATH B OIMH KOMIIIEKC
PETHOHANBHYIO, 2 HE JIOKAIBHYIO (hayHy, Imo-
pO#l maxke OXBaTHIBAIOIIYIO J1BA COCEIHHX
sipyca crpaturpaduyeckoi mkansl. K cua-
CTBIO, TAKHUX CIy4YaeB ObLJIO HEMHOTO.

Juis Kakoro KOMIUIeKca (pUKCHpOBa-
mu: 1) obmiee yncino ceMelcTB; 2) 4ucio
CeMeiCTB, HAJICHHBIX B TEPBBIK U 3) B

MOCIeAHUN pa3 B UX UCTOpHUH; 4) YHCIO
YCIIOBHO JPEBHUX CEMEUCTB (3aperucTpu-
POBaHHBIX J0 Hayajla COOTBETCTBYIOLIETO
WHTEpBaja W B €ro npejaesiax, Ho He T03-
Ke); 5) YMCII0 yCIIOBHO MOJIOABIX CEMEHNCTB
(HaliJICHHBIX HA JJAHHOM MHTEPBAJIC 1 TOCIIe
€ro KOHIa, HO HE JI0 ero Hayasa); 6) yuc-
JI0 TIPOXOJISAIIUX CEMEHCTB (M3BECTHBIX Ha
CaMOM MHTEpBaje, 0 HEro M IMocie ero
3aBEepUICHUS); 7) YUCIIO yCIOBHBIX DHJE-
MHUKOB (CEMEHCTB, HE U3BECTHBIX 3a Ipee-
JIaMU KCCIIelyeMOro HHTepBana). Tawm, rie
BO3MOYKHO, YUUTHIBAICS 00BEM KOJITEKIIUH
(4rcno coOOpaHHBIX HCKOMIAEMBIX ), UCTIONb-
3yEMBIH AJ11 HOPMUPOBKH NEPEUNCICHHBIX
BBIIIIC 3HAYCHUI ICJICHUEM UX Ha JIOrapupm
00bEMa COOTBETCTBYIOLIEH KOJJIEKLHUU:
B psJie CIIy4aeB ATO MO3BOJWIO CIIAIUTh
BIIMSIHME HEPABHOMEPHON H3YyYEHHOCTH
KOMILJICKCOB.

B ananuse nuHamMukH pazHOoOpa3us
WCTIONIb30BAJICS IENbIN pajl MoKa3aTeiei.
1) HopmupoBanuoe (Jinbo ycpeqHéHHOe
M0 YUCIIy CEMEWCTB B KOMIUICKCE) YHCIIO
MEPBbIX M TMOCIEIHUX HaXOJOK CEeMEHUCTB
KOCBEHHO YKa3bIBaeT Ha YHCJIO BO3HUKIIIUX
U BBIMEpLINX ceMelcTB. Jlemo B TOM, 4TO
TOYHBIA MOMEHT BO3HHKHOBEHUSI U BBIMH-
paHus TPYNIbl HUKOTJA HE U3BECTEH: €&
MOSIBIICHHE W MICYE3HOBEHHUE B TTAJICOHTOJIO-
THYECKOH JIETOMTUCH OTIPENIENISIeTCs, TOMUMO
cirygaifHOCTeH, oOnnrem u mpruodpeTeHneM
WJIU TIOTepel CBOKCTB, CIOCOOCTBYIOIINUX
3aXOPOHEHHIO (HAITpUMep, TIOJIETa U BOJHO-
ro obpasa xxu3uu). 2) COOTHOIIECHUE Yncia
YCJIOBHO MOJIOJIBIX U YCIIOBHO JPEBHUX Ce-
MEWUCTB OTpa)kaeT HBOJIOLMOHHBIA O0IHK
(hayHbl: YeM OOIIbIIIE MOJIOIBIX CEMEHCTB,
TeM MoJIoke 00Uk ¢ayHbl. 3) OTHOLIEHHE
CYMMBI ITEPBBIX U MTOCIETHIX HAXOJO0K K 00-
LIEeMY YUCITYy CEMEUCTB B KOMIUIEKCE (MHIIEKC
obopora (ayHbI) XapakTepusyeT CKOPOCTb
W3MEHEHUH (TeMI 0OHOBIICHUS (ayHbl) O€3-
OTHOCHTEJIBHO K MX HAIIPABICHHIO.
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Fig 3. Family richness of insects through time. Richness time series derived 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. /lunamuka uncia ceMeiCcTB HACEKOMBIX 3a BpeMs ux cyiecrBoBanust (Nicholson
et al., 2015, fig. 3A): RT — uncno cemeiicTs, 3a)MKCUPOBAHHBIX B IpE/esiaX COOT-
BETCTBYIOIIMX cTparurpaduyeckux uHTEepBanoB, BC — umncio cemeiicts, mnepece-
KaIOIMX TPAHMIBI MEXKIY 3TUMU MHTepBaitamu, MIN — ducio coObITHI Ha Tex e
WHTEpBaaxX, BKJIIOYAs YNCIO SHIEMUKOB HMHTEpBajlla M YHCIO JPYTHX CEMEHCTB,
BIIEPBBIC 3/1€Ch MOSBIISIOMINXCS WM BBIMUPAIOIINX.

ITo ocu abcumce reomorundeckoe BpeMs (MJIH JIET), IO OCH OPAWHAT YUCIO CEMEUCTB; IeoJo-
ruyeckue nepuonsl: D — neson, C — xap6on, P — nepms, T — Tpuac, J — ropa, K — men, Pg —
naneoreH, Ng — HeoreH, Q — 4eTBEPTUYHBIN MEPUO].

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 [IJISI TIPOBEPKHU
KOPPEKTHOCTH CTpaTHrpadUIeCKOi mocie-
JIOBaTEIbHOCTH MaJI€030MCKUX KOMILJIEKCOB,
MOCKOJIbKY JAaTHPOBKH KOHTHHEHTAJIbHBIX
OTJIOKEHHIA, OTKYJIa OHH TIO OOJIBIICH YaCTH
MIPOMCXOIST, TAJIICKO HE BCerna yOemuTen-
HBL. CUTyaIus ¢ SHTApHBIMHA KOMIIICKCAMHU
B OTOM IUIaHE OKa3ajach WHOM, HO 00 3TOM
noapoOHee B pe3ysbTaTax aHajau3a.

3. Pe3yabrarhbl

[IpoBen&uHbIN aHaANIM3 MOKa3aj, 4TO
BOIIPEKU BCEM OXKUIAHUSAM HHMKAKOTO Mac-
COBOT'O BBIMUpPAHHA — HU HACCKOMBIX B
[1aJI€030€, HU YWIEHUCTOHOTUX B SIHTAPHBIX
KOMIUIEKcax Mena — He Obito. [locnennue
JaHHBIE, IIOJyYEHHbIE TPaIUIUOHHBIMU
METOAAMU (I/ISMGHGHI/IH CYMMapHOTO ITOWH-
TEPBaJbHOIO YUCJIA CEMEWUCTB U YUCIA Ce-
MEHCTB Ha FrpaHMIIAX HHTEPBAJIOB) TAKXKE HE
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Puc. 2. JluHamMuka cocraBa CEMEMCTB HACEKOMBIX B ITOCJICAOBATEIbHBIX KOMILICKCAX

WCKOTIAaeMBbIX B TedeHHe Tnaneo3osi. CrjomrHas JUHUS W JieBas OpJuHaTa —
OTHOILIEHWE YHCIIa TEPBBIX U IOCIEIHUX HAXOJOK CEMEWCTB KaK IOKa3aTellb
HAMpaBJICHUs] M3MEHCHHUI Pa3HOOOpa3us: ero pocra (TOYKH BBIIIE TOJCTOH TO-
PHU3OHTAJIBHOM JMHUW) WIA TajcHus (TOYKHA HUKE CIUHUYHOW TOPU3OHTAIIH).
[lynkTup ¥ mpaBas OpJWHaTa — IOKa3aTelb MHTCHCUBHOCTH W3MCHCHHUU 0e3-
OTHOCHTEJIHO K UX HAIPABJICHHOCTH (CyMMa IEPBBIX U MMOCIICIHUX HAXOIOK Ce-
MEHCTB, OTHECEHHAs K 00IIeMY YHCITY CEMEIHCTB B COOTBETCTBYIOIIEM KOMILICKCE).
IMompobuee cMm.: Aristov et al. (2013), Rasnitsyn et al. (2015).

Teonoruyeckoe Bpems: C, , — KOHEN paHHETo (PaHHHME HAMIOP) ¥ CpeIHUH KapOoH; C, — o3 aHui
kapOoH; P — panmsis nepmb; P, — cpenmsis mepmb; Po-T| — mosamsst mepmb 1 IEpEXon K Tpuacy
(BKiTIOUAst paHHHI TpHac). AOGcIrcca — MOCIeI0BATEIbHOCTh KOMITJIEKCOB 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.

TOKAa3bIBAIOT MACCOBBIX BEIMUPAHUH. BhIsB-
JsieTcs TOJBKO JOJITOBPEMEHHOE CHUKEHUE
WJIM TIPOCTO CTa0MIIN3aIus pa3HOo00pas3us B
OKPECTHOCTAX MPEAINOoaraéMbIX KPU3UCOB
(puc. 1). OmHaKo HAIK JJAHHBIE TTO3BOJISIOT
3HAYUTEIBHO YTOYHUTh U JIETAIU3UPOBATH
HaOIoIaeMble TIPOIIECCHl U TPUOITU3UTHCS
K MOHMMAaHUIO UX TIPUPOJIBL.

Ecim octaBuTh B cTOpOHE HEM30SKHYIO
«3y04aTrocTh» KPUBBIX, NOCTPOCHHBIX Ha
MaJICOHTOJIOTHYECKOM Marepuajie, TO Ha
rpaduke o6opora (ayHsl (puC. 2, TyHKTUD)
MBI YBUJIUM OKHJIaeMO€, HO HEOXHJIaHHO
ciaboe CHMKEHHE MHTEHCHBHOCTH JBOJIIO-
LMOHHOW TUHAMUKH C MOMEHTA yCTONYNBO-
'O TIOSIBJICHUSI HACEKOMBIX B JIETOIHCH U JI0
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Puc. 3. /lunamMpka M3MEHEHUS SBOJIOIMOHHOTO OONMKa (OTHOUICHMS YHCIIa yCIOBHO
JIPEBHUX W YCJIOBHO MOJIOABIX CEMEWCTB, OpAMHATA) B MEPMCKUX KOMIUIEKCaxX Ha-
cexoMBbIX (abcumcca; mo maHHBIM Aristov et al., 2013; Rasnitsyn et al., 2015). dns
JIEBOM KPUBOMW «JIPEBHHUE» U «MOJIOJIbIE)» CEeMENCTBA — T€, KOTOPbIE MOSIBUIUCH, CO-
OTBETCTBEHHO, 10 WJIM II0CJIE Hayajla [EePMHU, I [IPaBOH KPUBOM, COOTBETCTBEHHO,
MOSIBUBIIIMECS /IO WM MOCJIC Havajaa ypKYMCKOTO BeKa CpeiHei nepMu (IpOXOIsIiue
CeMeHCTBa M SHAEMHUKH UCKITIOUESHBI, TIOIPOOHEE 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 IEPMH [TOCIIC 3aMETHOTO OOHOBIICHUS
(ayHBbI (OSIBIICHHS OOJIBIIIOTO YHCIIA HOBBIX
OTPSJIOB HACEKOMBIX) B OKPECTHOCTSIX IIep-
MokapOoHOBoTO pyOeska. HampaBieHHOCTH
JUHaMHKH Ooliee pazHooOpa3Ha: B KapOo-
HE OHA M0 OOJNBIICH YaCTH MOJOKUTEIbHA
(TIepBBIX HAXOAOK OOJIBIIIE, YEM IO CIICTHHX,
T. €. TOSBICHHE CEMEIHCTB MPEBBIACT HX
BBIMHUPAHUE), 338 UCKIIIOYCHHEM IOCIICIHE-
r0, IKEIBCKOTO BEKa, KOTAa JOMHHHPYET
BbIMUPpAHUE. B TMEPMU TAKKE MMO3UTUBHBIC
IIpOLIeCCHl BHAYaje (B PaHHEIIEPMCKOE Bpe-
Ms) TIpeo0IagaroT, a 3aTeM CMCHSIOTCS
JOMHHHPOBAHUEM BBEIMUPAHHI, KOTOPOE
IIPOZIOJIKAETCS B TEUEHUE BCEHl cpenHed u
no3nHel mepmu. Jlume Ha camoM pyOeke
[IEPMH U TpHUaca OTUETIIMBO HAMEYACTCS TIPe-
o0lalaHue «IIO3UTHBA, a OMHOBPEMEHHO U
OXHBIICHHE TemIia 00HOBJIeHus (payH. [Tapa-
JOKCAJIFHO, YTO 3TOT MOIBEM (DUKCHPYETCS

B KPaTKMX IepepbIBaX MEXy THTAHTCKUMU
CHOMPCKUMH JTABOBBIMHU U3NUSHUAMH, KOTO-
pbl€ KaK pa3 U CUUTAOTCS NEPBOIMPUUUHON
MIEPMOTPHACOBOH TIIO0ATEHOM KaTacTpo(BI,
KOTOPYHO HaCEKOMbIE KaK OyITO COBCEM HE
3aMETUIIN.

V3MeHeHHE HBOJIONHOHHOTO OOJIHKA
KOMIIJICKCOB IIPOUCXOUT TUIABHO B TCUCHUE
BCEro Mase030iCKoro 3rana UCTOPUM Hace-
xoMbIX. Ha puc. 3 nokasas jumib nepMcKuil
OTPE30K, IPUUEM IBYMS OTAENbHBIMU KPHU-
BBIMH: 3TO CBS3aHO CO CTICIM(UKOI MeTos1a
oueHku. IlokazaTenb 3BOJNIOLUOHHOIO 00-
JIMKA, KaK y’e TOBOPUIIOCH, €CTh OTHOIIE-
HUE YMCJIa YCIOBHO MOJOJBIX U YCIOBHO
JPEBHUX CEMEHCTB, HO B KapOOHE YCIOBHO
JPEBHHX CEMENCTB ITPOCTO HeT (kapOOHOBbIE
HACEKOMBIE — CaMbIC JIPEBHHUE) U TOKa3a-
Tellb He paboTaeT. A B TeUeHHE IIEPMU YUCIIO
YCIIOBHO JpeBHUX (KapOOHOBBIX) CEMEHCTB
K KOHILy Cpe/IHei IepMHU NaaeT HACTONBKO,
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Puc. 4. Jlunamnka mosiBICHUS ¥ BBIMHPAHUS CEMEHCTB HACEKOMBIX B majeo3oe. Toi-
CTasl JIMHUS — JIOJIs TIEPBBIX HAXOJOK CEMEHCTB B COCTABE MOCIEAOBATEIBHBIX KOM-
IUIEKCOB, TOHKAs JIMHHUS — JOJIs MOCIECAHNX HAXOMOK. 3aJMBKOH BBIJICIICHBI 3TallbI
IPEUMYIIECTBEHHO HETaTUBHOM JUHAMUKHU, KOTJa A0JA IMOCICAHUX HAXOHAOK 6BIJ'Ia
BBIIIIE JTOJIH MEPBBIX. [ eonornyeckoe Bpems 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 TOKA3aTellb NepecTaéT YTo-TH00 MoKa-
3bIBaTh. [103TOMY KpUBYIO NPHUILLIOCH MOJIE-
JIUTh, YTOOBI JJIs BTOPOU TIOJOBUHBI ITEPMHU
MOYKHO OBUIO B35ITh HOBYIO TOYKY OTCYETA.
31ech B KaueCTBE YCIOBHO IPEBHUX MIPUHSI-
ThI CEMEICTBA, BOSHUKILHUE JI0 YPAKYMCKOTO
BEKa CpeJHEH MepMH U BBIMEpIIHe JI0 Ha-
yaJia Tpuaca.

Hanbonee naTEepecHbIC Pe3yabTaTHl 1MO-
Ka3bIBaeT pa3lesibHOEe PAaCCMOTPEHUE JH-
HAMHWKH TIEPBBIX M MOCIEIHUX HAaXOJOK,
KOTOpBIE, KaK y>K€ TOBOPUIIOCH, OTPAXKAIOT
TEMIIbl BOSHUKHOBCHHS I BEIMUPAHHS TaK-
coHOB (puc. 4). YnuBuUTEIbHBIM 00pa3oM
TEMITBl BBIMHUpAHUs (TOHKasl JTUHUS) BCE
BpeMsi KOJICOIOTCSI XaOTHUECKU B OIperie-
NIEHHBIX MpeJienax, BEChMa Y3KUX B TCUCHHE
cpeaHel v o3He nepMu (HU3KUH ypOBEHb
BBIMUpaHUsI B Hadajie KapOOHOBOTO MHTEP-
Bajia MOXKET OBbITh TOXE 3HAYMMbIM, HO 3TH
JIAaHHBIC HEHAIEKHBI U3-32 OTPaHUYECHHOCTH
Marepuana). A Bce KosiebaHus OanaHca BO3-

HUKHOBEHHS W BBIMHPAHHS ONPEACISIOTCS
MPAKTUYECKH TOJHKO TUHAMUKON BO3HHK-
HOBEHUS HOBBIX TAKCOHOB (TOJICTAsI JIMHUSA).
DTO NPUHIHUIHAAIBHO BAXXHO, MIOTOMY YTO
MMEHHO OaJlaHC BO3HMKHOBEHUS U BBIMU-
paHusl ONpeaesaeT, PacTET JIU OHOPa3HOO-
Opasue mnm magaer. [lomydaeTcs, 4To BbI-
MHpaHUE MAJIO BIUSIET HA ATOT BAKHEUIITHI
TIOKA3aTelTh, PEIIAOIINM 3/1eCh OKa3bIBACTCS
TEMII BOSHHKHOBCHHS HOBBIX CEMEHCTB.
JuHamuka pasHooOpasusi KOMILIIEKCOB
YIEHUCTOHOTHX B MEJIOBBIX SIHTAPSIX (puUC. 5)
ropazzo OejHee JeTalsIMH OTYACTH H3-3a
TOTO, YTO YHCIIO JOCTATOYHO OOraThIX Me-
JIOBBIX SIHTAPHBIX KOMIIJIEKCOB HEBEIHUKO
(npyrue BO3MOXKHBIE PUYHHBI PACCMOTpE-
uel B O0cyxaernn). Tem He MeHee, BaX-
HeHImast 0COOCHHOCTh TUHAMHKH, 3aMEUEH-
Hasl Ha [aJIe0301CKOM MaTepuaie, He MeHee
BBIMTYKJIO TIPOSIBUJIACH M 3/I€Ch: TEMIIbI BbI-
MUpaHUA (TOHKHH ITyHKTUP) KOJICOITIOTCS B
ropaszo 0oJiee y3KHX Mpeiesiax, 4eM TeMITbI
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BO3HUKHOBEHHUS (TOJICTBIM MyHKTHUP), TaK
YTO ¥ 3/IeCh CyMMapHasi JUHAMUKa (TOHKas
CIUTONITHAS JIMHHSI ) ONIPEIEIISIOTCS BApUaIU-
SIMHM T€MIIa MOSBJICHNUS HOBBIX ceMeHcTB. B
OTJIMYKE OT I1aJIe03051, BCE U3MEHEHHUSI Ha Me-
JIOBOM MHTEpPBaJie HOCST IMO3UTHBHBIHN Xapak-
Tep (YUCIIO MEePBBIX U MOCIEAHUX HAXOJO0K
PaBHO TOJIBKO B CaMOM O€THOM KOMIIIIEKCE U3
MPE/ICTaBIICHHBIX HA KPUBOW): HU B CEPE/IH-
HE TIepuo/ia, HU B €ro KOHIIE Mpeodiiaanue
BBIMUpaHU He HaOmonaeTcs. B oTimuane ot
T1aJ1e03051, KaKOW-JIN00 ONpeneaEHHON TeH-
JICHITUU B M3MCHCHHSIX OajiaHca IO3UTHBHBIX
M HETaTUBHBIX COOBITHI HA MEJIOBOM DTaIle
SBOJIIOIMH STHTAPHBIX YWICHUCTOHOTHX (TOJI-
CTasi TMHMS) 3aMETHTh He yaaéTesl.

4. OdcyxkneHue

[IpoBenEéHHBIN HAMU aHATIH3 TAJT HEOXKH-
JAHHBIA ¥ MHOTO3HAYNTEIBHBIN PE3yNbTar,
OJIMH U3 MHOTHX (O IpyruX moapoOHee CM.
B IUTHPOBAHHEIX BO BBeneHnN myOnnKkarm-
sIX), HO HECOMHEHHO CaMblil BakHbIi. OKa-
3aJI0Ch, YTO TUHAMHUKA TAKCOHOMHYECKOTO
pa3Ho00pa3usi HACEKOMBIX U YICHHCTOHO-
THX B IIEJIOM Ha JBYX TOCTATOYHO JTHTEIb-
HBIX (cymmapHO okono 140 muH neT, der-
BEPTh BCETO (paHep030s1) U MPUHIIUITHAIBHO
Ba)KHBIX OTPE3KaX re0J0rn4eCcKoro BpeMeHU
(9TO BpeMsI IepMOTPHACOBOTO, CPETHEMEIIO-
BOTO M MEJ-IIaJICOrCHOBOTO OMOTHYECKHUX
COOBITHI) OTIpeIeNsieTCs CISIUPUKOHN po-
LIeCCca 803HUKHOBEHIsI HOBBIX TAKCOHOB, a
HE WX BBIMHPAHUS, KaK MBI IPUBBIKIA TTy-
Matb. KoHeuHo, ocTaBImecs: TpH YeTBEPTU
(haHEepo305 W MOJOBUHA OHMOJIOTHYECKOTO
pa3Hoo0pa3us MOTYT MPUHECTH JOCTATOY-
HO MHOTO CIOPIIPH30B M HEOXKHUIAHHOCTEH,
HO Ha CETOJHSILIHUN ICHb MBI JOJDKHBI HC-
XOIUTDH U3 U3BECTHOTO, TeM 0oJiee UTo U3y-
YeHHOEe HaMM pa3HooOpa3ue JA0CTaTOYHO
MIPEICTAaBUTEIBHO: B KAaKOM-TO, ITyCTh HE
OYCHb CEPHE3HOM CMBICIE 3TO MOJOBHHA
OT YETBEPTH — BOCHMAasl YacTh W3BECTHO-

IO 4eJIOBEKY II00aTbHOTO HCTOPUYECKOTO
MHOT000pa3ns KU3HH.

[TomyueHHBIid pe3yabTaT MoHa4Yasy mMo-
CTaBWJI HAC B TynuK. KakeTcs He TOJBKO
MPUBBIYHBIM, HO U Pa3yMHBIM OOBICHATH
XOJT N3MEHEHHH TAKCOHOMHYECKOTO Pa3HO-
00pasusi OpraHu3MOB AUHAMHUKON BBIMHUpA-
HUSI, KOTOPOE B CBOIO OUEPE/Tb OIPECIISACTCS
BO3CUCTBUSAMH BHELIHUX, OMOTHYECKUX U
abnormueckux, GpakTopoB. M XoTs MHOXKe-
CTBO JeTallell AeicTBUsl (PaKTOPOB CpPEabI
Ha BEIMHUpaHKUE OOBIYHO OCTAKOTCS HEJOCTa-
TOYHO MOHSTHBIMH, CaM IOJIXOJl BO3paske-
HUW He BbI3bIBaeT. Ho kak pa3 BeIMHpaHHUe
0Ka3aJIoCh MaJio U3MEHYHBBIM, U OOBSICHSTD
JTMHAMUKY OMOopa3Ho00pasust HaJ10 BapHaIlH-
SIMH TeMI1a 1uBepcuduKanum 6MoTh. 31ech
CHOBa HamlpamuBacTcs OOBSICHEHHE Yepe3
BO3/ICHCTBHE CPENOBBIX (PaKTOPOB, HO OHO HE
MPOXOUT. J{eiCTBUTENIBHO, JIETKO TIPECTa-
BUTH ce0e KaKue-TO BHEIIHUE BO3ACHCTBUS,
cTUMynHpylomue $popMoodpazoBaHue, Ta-
KM€ KaK MOBBILICHUS PAIUAllMOHHOTO (oHa
WJIM 9KOJIOTUYECKUE KaTacTpodbl, MEHSIIO-
LIUX cpery OOMTaHHS U TeM CTUMYIIUPYIO-
e oOHoBneHne OuoThl. Ho, BO-TIepBBIX,
9TO BCe JIOKaJbHbIE, B JIy4lleM Cilydae pe-
THOHAITLHBIE M T€0JIOTHUYECKH OTHOCUTEIIBHO
KpaTKoCpouyHbIe AP EKTHI, a y HaC, B Cllyyae
cpeaHei-no3aHeN nepmu, peub o 20 MIIH
JIET HETaTUBHOW JUHAMUKU. A BO-BTODBIX,
OOBSICHUTh HYKHO PETYJISPHOE W JJTUTEIb-
HOE€ noodasienue TUBepCUPUKALINU, a HE e€
CTUMYJISIIHIO.

OObsicHeHue (MHE KaxKkeTcsi, 9To Aei-
CTBHUTEIIFHO OOBSCHEHHUE) yNAJIOCh HAUTH B
MOHX K€ CTapbIX TEKCTaX, MOCBAIEHHBIX,
BO-TIEPBBIX, OCMBICICHUIO PE3yJIbTATOB
nepBoi Hameil (Jlaboparopuu apTpomnoj
[TaneonTonornueckoro nactuTyTa PAH/
AH CCCP) momnbsITKu U3y4YeHHs TUHAMU-
KM pa3HooOpasusi HaceKoMbIX (PacHurpH,
1989), BO-BTOPBIX, aHATIM3Y IBOJIFOLIUOHHOTO
rpoiiecca ¢ MO3UINI AMUTeHETHIECKOHN Te-
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opui sBojronuu (Pacuunsiy, 2002, 20156;
Kepuxun u np., 2008). OTi nnen, 3a ux He-
JOCTaTO4YHON U3BECTHOCTBIO, MHE IPUAETCS
371€Ch OYCHB KPATKO HU3JIOKHTb.

B nepBoii u3 aTux padot Oblia npeaso-
JKCHA CXeMa CTPYKTYpBI OMOIICHOTHYECKO-
rO KpHU3HCa U BBIAEIEHBI YEThIPE €ro (asbl
— TIOATOTOBHTENbHAS, TapagoKcaIbHasl,
JpamaTtuueckas U ycrnokourensHas. [Toaro-
TOBHUTENBHON (haze CBOWCTBEHHO OBICTpOE
CHIDKEHHUE JI0JIM BBIMEPIIUX ceMeicTB (B
Ooree o0IIEM CciTydae 3TO KOTOpTa YCIOBHO
JPEBHUX CEMEHCTB ILTIOC YCIOBHBIE YHEMH-
kn). B mapanoxcansHO# (ase 3amemssieTcst
MOSIBJIGHUE HOBBIX CEMEHCTB M, COOTBET-
CTBEHHO, YBEIMYMBACTCS JOJIST BEIMEPIINX
(apxamzanus daynsr). [pamarudeckyto dazy
OTJINYACT YCKOPEHHOE OOHOBIECHUE (DayHHI,
YCIIOKOUTENIbHYI0 — CHHMXKECHUE TeMIa 00-
HOBJIEHHS (hayHBI 10 POHOBOTO YPOBHS, TIpe-
KJI€ BCETO 32 CUET TOPMOKEHUS BBIMUPAHHSL.
Oco60 0TMEUEHO, YTO B yCIIOKOUTEIHHOMH
(aze «BbIMHpaHHE OBICTPO MPEKpaIIaeTCs,
a TIOSIBJICHHE TMPOAOJDKACTCS, BpEMEHAMHU
Jaxe ycunuBasicb. O4eBUIHO, B Pe3ybTaTe
KpHU3Huca BOSHUKIIM COOOIIECTBA ropaszio 00-
nee éMkue, yeM npexae» (Pacuuupiz, 1989,
c. 39). HoBble aHHBIC TOATBEPIKAAIOT, XO-
TSl ¥ HE TIOJIHOCTBIO, 3TY CXEMY, O YEM MOA-
poGHee cMm. Pacuunpia (2012). Jlns Hamrei
CETOfIHSIIHEH TeMbl Ba)KHO MOHSTHE Mapa-
JOKCAJIBHOH (ha3bl ¢ XapaKTepHBIM JUTS Hed
MOJABICHUEM JUBEpPCU(PUKALNU: UMEHHO
€l COOTBETCTBYIOT BBIICICHHBIC HA pHC. 4
KENbCKU (KOHEel] MO3JHero kapooHa) u
CpeIHEe-TI03THENIEPMCKHI 3TaIbl, KK IbIHA U3
KOTOPBIX MPEILIECTBYET COOBITHIO Ipeodpa-
30BaHUs (DayHB — yMEpEeHHOMY Ha pyOesxe
KkapOOHa U MepPMU U NIyOOKOMY Ha MEpMO-
TpuacoBoi rpanuue. OTMETUM TaK¥Ke, YTO
YIOMSHYTO€ BO3HUKHOBEHHE B PE3y/bTare
KpH3Hca coo0IIecTB, ropasno 6onee EMKUX U
Pa3HOO00PA3HbIX, YEM IPEIK/IE, IPEICTABIACT
Ba)kKHEHIIee U3 MOCIIEeICTBUI IEPMOTPHACO-

BOro coObITHs (cM. puc. l; moapoOHee cM.
Pacuunibin, 2012).

OTO 03HAYAET, CPeU MPOUEro, UTO OUo-
THYECKOE COOBITHE KOHIIA NMEPMH OBLIO
KIIIOYEBBIM K JJaJIbHElIIeMy pa3BUTHIO OHO-
cepsl 3eMiin, HECMOTPS Ha TO, 9YTO OHO HE
COIIPOBOXKAAIOCh MaCCOBBIM BBIMHpPAHUEM
(o xpaifHe#l Mepe B ciydae HACCKOMBIX).
OpnHako Mpu BCEH ero Ba)XKHOCTH MBI HE
MOXEM CKa3aTbh, B YEM KOHKPETHO 3TO CO-
OBITHE COCTOSJIO U YeM OHO OBLIO BBI3BAHO
WM XOTsl OBl cripoBorupoBaHo. s men-
M1aJIEOreHOBOTO COOBITHS B CBOE BpeMsi ObLiia
MPEIIOKEHA TUIIOTE3a OMOIICHOTHIECKOTO
KpU3HUCa, BBI3BAHHOTO HIMPOKHUM pPacHpo-
CTpaHEHHEM NTOKPBITOCEMEHHBIX PACTCHHUH,
MepexXBaTUBLINX PaHHHUE CTAIUH ME3030M-
CKUX CYKIECCHH M TeM OINPOKUHYBIINX
BCIO CUCTEMY ME€3030HCKHX OMOIEHO30B
(Ponenmopd, Kepuxun, 1994; Zherikhin,
2002). OnHako 9Ta runoTesa, NoJxy4rBIIas
JOCTAaTOYHO IMIMPOKYIO M3BeCTHOCTH (Ech-
k0B, 2000), CTOJIKHYJaCh C ONPeaeNEHHBIMU
TPYIHOCTSMHU.

«Anrnocnepmuzanusa mupa» (Kpacu-
noB, 1989; Ilonomapenko, 1998) peansHO
Hayajiach B CepeAMHE MEIOBOTO Mepuoaa
(B anmpOCKOM BEKe), a MEJIOBOE COOBITHE
(«MenoBON OMOIIEHOTUYECKHUI KPUZHUCH)
— B KoHIIe topbl (PacHuibia, 1988, 1989).
He nomoraer naxe, eciu K 0OBbsICHEHHUIO,
crenys joruke K.1O. Ecprona (2000), mpu-
BJIEYb MPOAHTHOCIEPMOB (IIPEAIIOKPHITO-
CEMEHHBIX» — TOJIOCEMEHHBIX, CXOIHBIX C
MTOKPBITOCEMEHHBIMH 110 HEKOTOPBIM, YacTO
mo MHOTMM mpu3HakaM; Kpacmios, 1989).
Wx pa3BuTue uAET BechbMa MOCTENEHHO U
HEKOTOpbIe (D)YHKIIUH TTOKPBHITOCEMEHHBIX
(Hanpumep, SHTOMOGWINS) MOSIBISIOTCS Y
rOJOCEMEHHBIX 110 KpaliHell Mepe B paH-
Heit nepmu (Krassilov, Rasnitsyn, 1999). C
JPYTO# CTOPOHBI, OCHOBHOE COOBITHE B MO-
pe MpOoU30LLIO0 B CAMOM KOHLIE Mena, T. €.
ciycts 40 MITH JIeT mocyie Hadyala akTUBHOU
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Puc. 5. /lunamnka pazHooOpasus WICHUCTOHOTHX B MEJOBBIX sTHTapsX (Rasnitsyn et al.,
in press). ToxcTast TMHUA — TOKa3aTellb YBOJFOLMOHHOIO OOJIMKa KOMILIEKca (OT-
HOILICHHUE YUCIIa YCIOBHO APEBHUX M MOJIOJIBIX CEMENCTB, MOAPOOHEE CM. B TEKCTE),
TOHKasi — HHAEKC 000poTa (hayHbI (CM. PHC. 2), TOICTHIH ITYHKTHP — YIEIEHOE YHCIIO
NIEPBBIX HAXOIOK CEMEHCTB, TOHKHH ITyHKTHP — TO e UL HOCIESAHUX HAXO/IOK.

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.

AQHTUOCIIEPMH3ALMY MHUPA, U OOBSICHSTD €T0
KaK «a(TepIIoKy aHTHOCIECPMH3AIUN —
BCE-TaKU HEKOTOPAs HATSIKKA.

[IpuuuHbl U CcyTh IpeoOdpa3oBaHust OHO-
ThI Ha pyOeske nmasieo30s ¥ Me3030s1 (IepMHU U
Tpuraca) He OoJee MOHATHBI, TIOCKOJIBKY B Ca-
MOM Cep/IIIe MPEoIaraeMoi KaracTpodsl,
€CJIH CYIUTH M0 MEKTPATTIOBBIM OTI0KESHH-
sim CuOHMpH, TPOIOIHKAIIN CYILIIECTBOBATD J10-
CTaTOYHO OPIMHAPHEIC COOOIIECTRA, TIPaBAa,
y’Ke C HECOMHCHHBIMHU TIPU3HAKAMH TpPaHC-
dbopmanmu (cM. puc. 3; UIS PaCTUTETBHBIX
COOOIIECTB U BOJHBIX O€CIIO3BOHOUHBIX CM.
CanoBHukoB, 2015a,0). EnuHcTBeHHOE, YTO
CTaJI0 OYEBUIHBIM IIOCIIE UCCIICOBAHNS AN~
HaMHKH Pa3HO0Opa3us YICHUCTOHOTHX B Me-
noBbIx cModax (Rasnitsyn et al., in press), 3To
TO, YTO B M€3030€ AUBEPCU(PHUKAIIHS OTEPSI-
J1a XapaKTEePHYIO IS IEPMHU OTHOPOITHOCTD B

MIPOCTPAHCTBE U BO BpeMeHH. JIoKambHbIe U
pEeTHOHABHBIC KOMIUTIEKCHI CTaIl MEHSITHCS
C Pa3HOM CKOPOCTHIO M B Pa3HOM HaIlpaBIIe-
HUH, JeN1as HeBO3MOXHON MX BPEMEHHYIO
OPIUHALIUIO [0 COOTHOIICHHIO MOJOIBIX U
npeBHUX rpym (puc. 5). [Toxoxe, uTo mocie
MIEPMOTPHACOBOTO COOBITHSI BO3HUKIU Cy-
[IECTBEHHO HOBBIE BO3MOKHOCTH OBICTPOI
CIICIMATU3ALIUH U TUBEPTCHIINH OPTaHU3MOB
M UX COOOIIECTB, YTO ¥ 00ECIIeUnIIo OypHBI
U JI0 CHX TIOP HE 3aMEeUINBIINICS POCT TIIO-
OanpHOTO OropaszHooOpasmst (puc. 6). Ho kak
9TH BO3MO)KHOCTH BO3HUKIIN U B YEM COCTO-
SUTH, TIOKA HEU3BECTHO.

He menee BaskHBI TPUYHHBI 00HAPYKEH-
HOTO TIOJaBIICHHS ABOIIONHHU (POopMUpOBa-
HUSI HOBBIX TaKCOHOB), T€M 0OJiee YTO BBI-
SIBICHHBIC WHTEPBAJIBl TAKOTO ITOJABIICHUS
PETYISIPHO TIPEABAPSIOT JTAIbl 3HAYUTEIb-
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Puc. 6. [lunamuika pazHooOpa3usi MOPCKHUX JKMBOTHBIX: YHCJIO CEMCUCTB, 3aUKCH-
POBaHHBIX Ha TOCJIEOBATCIBHBIX BEKaX T'€OJIOTHUECKOM JeTomucH (mo: AJekceeB

u 1ip., 2001, puc. 6, c UBMEHEHUSIMH).

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

HBIX 3BOJIFOIIMOHHBIX MHHOBALIMH. OTBET ObLI
npeioked (PacHuibia, 2002) BHE BCSIKOM
CBA3U C MOCTABJCHHBIM BbIIIE BOIIPOCOM,
CBsI3b JKE 3Ta ObLIa 3aMEUYCHA JIUIITH MHOTO
noxe (Pacaunpia, 2012). DTta cBsi3b cye-
CTBYET B paMKaX AHUTEHETUIECKON TEOPUHU
9BOJIIOIMH, MOMYJISPHOCTh KOTOPOH TMOKa
CIIUIIIKOM MaJjia, YTOOBI MOYKHO OBLIO 3/1€Ch
000HTHCH 0€3 HEOOXOAUMBIX, XOTS OBbI M MaK-
CHMaJIBHO KPAaTKUX OOBSICHEHHIH.
OnureHeTnyeckast TeOpus (Ha caMoM Jie-
e, KOHEYHO, THITOTEe3a, HO TAKOBA IPUBBIU-
Hasi TEPMHUHOJIOTHS) TIPU3HAET BAKHEHIITUM
OHTOI€HETUYECKUIL, @ HE MOJIEKYJISIPHBIN ypo-
BEHb OpraHu3alyy KuBbIX cymecTs (Lum-
kuH, 1987, 2010; Pacaumem, 2002, 20156;
Rasnitsyn, 2006, 2015). OcHoBy 3To# opra-
HU3AIHU COCTABILIOT MOP(OTeHETHIECKUE
MEXaHU3MbI, ((OPMUPYIOIINE ITyTH PA3BUTHUS
(Kpeopl), a MOJIEKYJISIPHBIE MEXaHU3MbI BbI-
MOJHSAIOT BAXKHYIO (DYHKIIUIO MEPEKITIodaTe-
JIeH ¥ MOZIEPaTOPOB, COIPSATAIONTIX KPEOIBI
B IIEJIOCTHYIO CHCTEMY, PETYIHPYIOIIUX U

TOHKO HaCTpauBarOmIUX HUX ACATCIBHOCTb.
OBOJIOLUOHHO BaXKHBIH acHeKT dIHUreHe-
THUKHU COCTABJIICT KOHLCIIIMUA aJallTUBHOI'O
kommpomucca (Pacaurpia, 1987). Cornac-
HO 3TOM KOHICIIUHN, TCCHBIC CBA3U MCKIY
CTPYKTYpaMH OpraHM3Ma B OHTOT€HE3€ U IIPU
(YHKITMOHMPOBAaHUU CTABAT UX B JKECTKYIO
3aBUCHMOCTB JpyT OT Apyra. Jltoboe n3me-
HEHUE B TI000i1 YaCTH CHCTEMBI CKa3bIBACTCSI
Ha BCEM OpraHu3Me, U BIUSHUE ITO IPAKTHU-
YeCcKHU Bcera OyneT HeraTuBHbIM. M3-3a 310-
r'0 OpraHM3aLus )KUBOTO CyIIeCTBa OKa3blBa-
€TCs HAIIPSKEHHBIM KOMIIPOMHUCCOM MEKIY
HEOOXOTMMOCTEIO OJTHOBPEMEHHON ONITUMH-
3aIU1 KaXI0M U3 €ro aJanTUBHBIX (DYHKIIHH.
B pesymerare mepexn mumoM oTOopa JKUBBIE
CYILIECTBAa MPEJCTAIOT HE MSTKON INIMHOM B
pyKax roHdapa, a XpynkuMm U KalpHU3HbIM
MaTepHuaioM, U3-3a YEro BHIMUPAHUE IIOILy-
JAUUI ¥ BUAOB MPOUCXOAUT MOCTOSHHO U
IIOBCEMECTHO, a yCIEIIHAsl 3BOJIIOLUSA OKa-
3bIBAETCS HEMpeIcKazyeMol. Jlaske B U3MEH-
YUBOU Cpeac HEKOTOPLIC BUJAbI HC MECHAIOTCS
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MHOTHE MUJUTHOHBI JIET (IBOJOLIUS 3a0yde-
peHa), MOTOMY YTO «3IMUTEHOTUI BUA, €TO
cucTeMa KaHaJT3aliid pa3BUTHS U 00PATHBIX
CBSI3€ii 4aCTO CTOJIh XOPOIIIO HHTETPUPOBAHA,
YTO C 3aMEUaTeJIbHBIM YTIOPCTBOM IIPOTHUBO-
CTOUT U3MeHeHussM» (Maiip, 1974, c. 353).
OpHako 3TO GJIOKMPOBAHKE SBOJIIOLMU HE
MOXeET OBbITh (haTabHbIM: «CKOJIb BBICOKO HU
MOJIHSIACh OBl yCTOWYHMBOCTH (3a0ydepen-
HOCTb) DIUTCHOTHIIA JIaXKe 3aMETHOW 4aCcTH
oOuTarenel HallleH TUTAHETHI, JTaKe OOJIBIIHE
KaTaKJIM3MBI BPsiL Jid OyIlyT CEphe3HO yrpo-
JKaTh Pa3HOOOPA3HUIO KHU3HU Ha 3eMIie, eCliy,
KOHEYHO, UMETh B BH]y IBOJIOIIMOHHO 3HAa-
YuUMBbIC OTpe3ku BpeMeHu. Jlaxe [...] korma
3aMeTHas 4acTh Onopa3zHooOpasusi, “3aKoc-
HeBIlIas” B COBEPIICHCTBE U, CTAlO OBITh,
KECTKOCTH CBOUX SMTUTEHOTHUTIOB, OKAXKETCS
CYIIECTBEHHO “NPOPEKEHHON” 0YepeTHBIM
CyOnI00abHBIM OJIC/ICHEHUEM, acTepPOH/I-
HOU OO SIIEPHON 3UMOU WU TIOJJOOHBIM
ATMIOKAJIUTICUCOM, BEDKUBIIIHE BUIBI TIOTIATY T
B CUTYalMIO HETIOJHBIX COOOIIECTB C CyIlle-
CTBEHHO OCIIa0JICHHBIMU KOHKYPEHTHBIMH
OTHOLIEHUSIMU. DTO OyAeT MPOBOLUPOBATH
OBICTPYIO HHAIATITHBHYO YBOJIOIHIO, U TEM
Oosee OBICTPYIO, ueM Oosiee OOIUPHOH ObLIa
“mporonka” [...] IlpaBna, Ham onTUMU3M
HE PaclpOoCTPaHSCTCS TaK JAJIEKO, YTOObI
o0elars HOBbIE COOOIIECTBA TOXOKUMH HA
npexxane. Kak n3BecTHO, BRIMUpaHUE JIaXe
[MOpCKO¥i (hayHBI| B OKPECTHOCTSIX TPAHUIIBI
TepMH ¥ TpHUaca ObLIIO XOTS U MaCIITaAOHBIM,
HO HE ToaBIsromuM |[...] OueBuaHO, cama
CTPYKTYpPa MOPCKHUX COOOLIECTB PaAUKAIbHO
M3MEHWIIACH, 1aB MECTO ropasio OONbIIeMYy
pocty 6uopaznooopazus (Pacauibi, 2002,
c. 20-21).

LuTHpoBaHHBIM TEKCT, HATMCAHHBIA 13
JIET Ha3aJ] BHE BCSKOM CBS3M C IMEPHOAN3A-
[Mel ITaroB KpU3Kca, MOX0Ke, pe/iaract
TUMOTETHYECKUN MEXaHU3M IOJaBJICHUS
sposironuu. Ilo-BuaumMomy, oOHOBJIEHHE
OHOTHI (CITOIrOTOBUTENBHAS (a3a KpU3UCay,

Ha KOTOPOM BBIMHUPAIOT MHOTHE CEeMEWCTBa
JpeBHEH KOTOPTHI), PEIIIECTBOBABIIICE Ta-
PaJoKCcaIbHOU CTaANH NTOAABICHHON 3BOIO-
IIUH, CYIIECTBCHHO yYBEINYNBACT B COCTABE
OUOTBI TOJIIO TPYIII, «3aKOCHEBIINX B COBEP-
IICHCTBE» CBOEH OpraHm3anny (TOMAaBIINX
B «JIOBYIIKY COBEpPIICHCTBa»). JlanbHeiine
WM3MEHEHHUS YCIIOBHM, Ja’ke BIOJHE OPAM-
HapHbIE 110 CBOEMY XapakTepy, IpoJosIKa-
10T CHUMaTb CBOW ypo)Kail BBIMUPAHUS, HO
JMBepCH(UKALNS, 32aTOPMOXKEHHAS XOPOIIO
cOamaHCHPOBAaHHON CTPYKTYpOH SMHUTCHO-
TUIIA MHOTUX TPYII OMOTHI, HE BOCIIOJIHSET
9TH ToTepH. buora OexHeet, e€ ynakoBka
CTaHOBUTCs BCE 00JIee PHIXJION U HEMOJTHOH.
370 CHMKAeT TPEOOBAHMS K ITPUCTIOCOOICH-
HOCTH €€ WIEHOB, U B YaCTHOCTHU K cOallaHCH-
POBAaHHOCTH HMX AMHTECHOTHIIA: TPOUCXOIHUT
9pOo3Usl «JIOBYLIKH COBEpIIeHCTBa». Korna
Takoe CHIDKCHHE HOCTHTaeT HEKOTOPOTO
KPUTUYECKOTO 3HA4YEHUus, J1I000e coObITHE
MOXET OKa3aThCsI TPUITEPOM, CITYCKOBBIM
KPIOUKOM, 3aITyCKaIOIUM JIABUHOOOPa3HYyI0
TMBEPCU(PHUKAINIO U — IIPU CYACTIMBEIX 00-
CTOSITENIbCTBAX — OoJiee UM MeHee Try6o-
KO€ TIPeoOpa30BaHUE CTPYKTYPhI COOOIIECTB.

5. BuiBoanl

1. Aunamuka pazHooOpa3us OHOTHI
yIpaBisieTcs HE M3BHE Uepe3 MacCOBBIC
BBIMUPAHUsI, @ U3HYTPU Yepe3 MMOJABICHUE
IuBepcru(pUKanuy (depe3 TOPMOKECHHIE BO3-
HUKHOBEHHSI HOBBIX IPYIII).

2. GeHOMEH TOPMOYKEHHS AUBEpCcHprKa-
LK O0BSICHUM B paMKax SIUTeHETHYECKON
TEOPHUH DBOIOIHMH: MPHUYNHON TOPMOXKE-
HUSL SIBISICTCS HAKOIUICHHE B OMOTE IPYIII
C 0COOCGHHO XOpOIIO COATAHCHPOBAHHBIM
STHUIEHOTHIIOM (CHCTEMOW TECHO B3aMMO-
3aBHCHUMBIX MOP(OTCHETHIESCKUX MpOIIec-
COB), TPYJHO U3MEHSAEMBIM B XOJI€ YBOJTIOLIHU
(«JI0BYyIIIKA COBEPIIICHCTBAY ).

3. OGenneHue OGUOTHI B pe3ynbTaTe AIH-
TEIHHOTO IMONABICHUS AUBEPCHPUKALNN
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OTKPBIBAET MYTh B3PBIBHOU SBOJIOLMH B
pesyibTare ocnabieHus alanTUBHOTO KOH-
TPOJIst OpraHu3aluy B 00eTHEHHBIX COOOIIIe-
CTBax (IPO3UH «JIOBYIIKH COBEPIIECHCTBAY).

4. Pe3ynbraToM B3pbIBHOM 3BOJIIOLIMH MO-
KeT OBITh TpeoOpa3oBaHue OOITNX CBOHCTB
OHMOTBI: TTO3IHENIEPMCKOE COOBITHE, TIO-BH-
JIMMOMY, OTKPBIJIO TAKCOHAM 1 COOOIIIeCTBAM
ME30KaifHO3051 BO3MOXKHOCTB Topasio oomiee
IyOOKOW M HE3aBHCHMOM CIIeIIHaIN3allnH,
YeM B I1aJI€030€.

5. VI3ydeHre TAKCOHOMUYECKOM TMHAMH-
KM pa3Ho00pasus 0CcTaéTcs NepCeKTUBHOM
Y MHOTOOOemaroeil 001acThIO MaJeoHTO-
JIOTUH.

6. MeToabpl U MOAXOJIbI, TO3BOJUBILNE
Pa3BUTh ONMCAHHbBIE BBIILIE MPEACTABICHUS,
3aCIyKUBalOT BHUMAHUSI.
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