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B sBOMMOIIMOHHO# MOP(MOIOTUH TEPOITOAOB ITPOCIICKUBACTCS PSIT OCOOCHHOCTE, JOCTUTAIOITNX HANOOJIBIIIETO
pPa3BUTHS B MEJIOBOE U TTO3AHEMEIIOBOE BpeMmst. B vx uncie: 1) usMeHeHue NMUILEeBbIX MPEATOYTeHUIA; 2) YBeJI -
YyeHne 00beMa TOJIOBHOTO MO3ra; 3) OpHUTU3ANU; 4) MO3aMIHOE COUYETaHNE TeHepPaIN30BaHHbBIX (IIPUMU-
TUBHBIX) U CITIEUATM3UPOBAHHBIX (IIPOABUHYTHIX) MpU3HAKOB. 1. KMcTh Teporona o61anaeT criocoOOHOCThIO
3aXBaThIBATh U YIEPKUBATh OOBEKTHI, UTO SABJISICTCS MPU3HAKOM XUIITHUYECTBA. DKOMOPGHOIOTHIECKHUE OCO-
OGEHHOCTH CTPOCHUSI KUCTH M HaJIM4YMe TaCTPOJIMTOB B MYCKYJIBHOM 3KeJIyAKe TpearoaraioT TpaHchopma-
LIVIO TIUIIEBBIX MPEIIMTOYTEHUI OT IUTOTOSITHOTO 10 PACTUTEILHOSITHOTO. JIBYITaIOCTh M OTHOMAIOCTh, KaK
MocJjienoBaTe/IbHOe pa3BUTUE TPEXIAIOi KMCTU TePOIoaa, BMECTE ¢ “KPYMHOKOTOTHOCTbIO” Y TEpU3UHO-
3aBpunoB (Therizinosauridae) u neitHoxeipunoB (Deinocheiridae) mpeacrasisioT paguKaabHBEIE MOPdO-
JIOTUYECKHe Mpeodpa3oBaHusl, OTpaxkawllre U3MEHEeHEe cocTaBa AUEThl, CIToco0a JOOBIUM MUIIY, MHOTAA
CMeHY cpenbl oouTaHusl. VIsMeHeHUsT B CTPOCHUM KUCTU PACIIUPSIIN ee (YHKIIMU U OMHOBPEMEHHO BO3-
MOKHOCTHU alanTaluy K pa3IMYHbIM YCIOBUSIM cperbl. PazHOOOpa3ue pacTUTeIbHOM MUIIM ObUIO TJIaBHBIM
(hakTOpOM CMEHBI palliOHa TUTAHUS Y TEPOTIONOB U DOPMUPOBAHUS CTPATETUH MX BBDKUBAHUSI: CMEHa TTH -
LLIEeBBIX MPEINOYTCHUI O3HaYaIa U UBMEHEHUS B IMUILEeT00bIBATEILHOM ITOBEICHUU MPOIBUHYTHIX CIELIM-
aJTM3UPOBAHHBIX (POpM. DTO BIUSIIO HA UCTOPUIECKYIO CYIbOY Pa3HBIX TAKCOHOB B MX COOOIIECTBAX U TIPH-
BOIWJIO K HEMpeaCcKa3yeMbIM MOCEACTBUSIM B 3BOJIOLIMU TeporonoB. OTCYTCTBUE 3yOOB U pa3BUTHE KITIOBA
CUMTAIOTCS TIPU3HAKAMU CMEHBI KOPMOBOTO CIIEKTpa, HO UX CBSI3b C U3MEHEHWEM TUTTAa ITUTaHUsI HEOAHO3HAYHA.
OBUpanTopuIbl, OTJIMYAIOLINECST OOJIBIIIMM YMCJIOM TIPUMUTUBHBIX YEPT B MUILEBBIX MPEANOUYTEHUSIX, CO-
XPaHSIOT XBaTaTEJIbHYIO KUCTh U TDIOTOSITHOCTD. Y TAKCOHOB C MEHBIIIMM YMCJIOM ITPUMUTHUBHBIX 4epT (hop-
MUpOBaiach 60Jiee CrielMaJIu3upoBaHHasI KUCTh C pelyKIUed Hapy>KHbBIX MaJblieB, CHOCOOHBIX JIUIIb pac-
TSITUBATh KOXHUCTYIO MIEPETIOHKY, TIpeBpalliasi KUCTh B TUTTOTETUYECKUIA TIJIaBaTeIbHBIN OpraH (agarTaius
K OOMTaHUIO B BOJHOI cpele U K MUTAaHUIO, BEPOSITHO, MOJUTIOCKAMM). 2. YBeJIUYeHUE OTHOCUTEIBHOTO
0o0beMa TOJIOBHOTO MO3Ta TePOITOJ0B CITOCOOCTBOBAJIO COBEPIICHCTBOBAHUIO CEHCOPHBIX OPraHOB, YTO
obecrneyrnBaao UM ITpeuMyIIeCTBa Neped TIMTaHTCKUMU XUIITHMKAMU, ITPEBBIIIAIONIMMU X 110 Macce 0oJiee
YeM Ha JIBa mopsiaka. 3. B a3BoIolmy TepoIriogoB OBUPAIITOPUIBI “KOHKYPUPYIOT” C IpOMEO3aBpUIAMU 110
0IM30CTH K IITULIAM (MM pacCMaTPUBAIOTCS KaK MTUIIbI, YTPATUBILIME CIIOCOOHOCTh K MOJIETY). Y OBUpali-
TOPUIOB Pa3BUBAETCS MMUTOCTWIb, Y JIMIITb Y HUX XBOCTOBOM OTHEJ MPOrpecCUBHO yKopauuBaetcs. C mpyroit
CTOPOHBI, XBaTaTeJbHasl CTOIA IPOMEO03aBpUIa MOTIJIa ObITh (DYHKIIMOHAJIBHBIM 3aMMCTBOBAaHUEM C U3MeE-
HEHHEM MepBOHAYATbHOTO (YHKIIMOHATLHOTO Ha3HAYeHUS (KCaIlTalluei) B 9BOJIOIIMM CTOITBI MITULL, He-
00X0aMMOIi IJTSI MX IPEBECHOTO 00pa3a XXU3HU U pa3BUTUSI aKTUBHOTO (Malyiero) nosiera. OpHUTH3aUS
ObLIa MPOrPECCUBHOIN TEHIEHIIME! B 3BOJIOIMK TEPOITOAOB, U 3Ta reHepalbHas TEHISHIIVS, BEPOSTHO,
OblJTa 0OyCJIOBJIEHA AEWCTBHEM CTaOMIM3KpYyIoliero oroopa. 4. CoyeTaHne IPUMUTUBHBIX U CIICLIAATA3Y -
POBaHHBIX MPOJABUHYTHIX MPU3HAKOB MPOSIBIISETCS B CASAYIOIIEM: Y IPOME03aBPUIOB CTPOCHUE Yeperia
MMEET OTHOCUTEJbHO MTPUMUTUBHBII XapaKTep, MOCTKPaHUAJIbHBIN CKEJIET B OCHOBE IMO31HEe0a3aIbHbII,
CTPOEHME Ta3a, CTOITBI, XBOCTOBOTO OT/EJIa CYIIIECTBEHHO MOIU(UIINPYETCs; XBaTaTeIbHasi KUCTh COXpa-
HSIETCSI B KJIACCUYECKOM ITPUMUTUBHOM COCTOSIHUM. Y OBUPANTOPUIOB Yeper HEOOBIUHO CIIeLIMaTIN3UPO-
BaH IJISI TEPOTIONOB, MTOCTKPAHUABHBIN CKEeJIET B OCHOBE MO3AHe06a3aIbHBIN, B TUHUSIX OBUPANITOPUIIOB
COXpaHsIeTCsl KaK MIPUMUTUBHAS XBaTaTe/IbHas1, TakK ¥ (DOPMUPYETCS CIelIUaIM3UPOBaHHASI KUCTh C PETyK-
1Mei Hapy>KHBIX MMaJIbIeB, MOAU(UIIUPYETCS XBOCTOBOI oTaen. DyHKIIMOHAIbHAS MOPMOJIOTHSI MEJIOBBIX
TEpOMNOA0B OTINYAIACh Pa3HOOOPa3MEM U OTHOBPEMEHHO CXOJICTBOM POJCTBEHHBIX JIMHUI, 9BOJTIOLIMOHM -
POBaBIIVX MapaJIIeILHO.
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XUIIHBIE TMHO3aBPHI II03IHETO II0CIETPHUACOBOIO
aTana OTJIMYaINCh BHICOKOIT CITIOCOOHOCTBIO K CTPYK-
TYPHBIM M3MEHEHMSIM, COXPaHUBIIMMCS B ITaJIEOH-
TOJIOTMYECKOM JeTonucu (B Hamem ciiydae MoH-
ronbekoii I'oon n CeBepHoit AMepuku). B manHoii
CTaTbe paccMaTpUBAETCs Pl YepT TEPOIOI0B, 9BO-
JIIOIIMOHHAsE MOP(dOJIorKs KOTOPHIX MPUBIIEKAET BCE
OoJiplllee BHUMaHUE. BeposSTHO, 3TO 0OYCIIOBJIECHO
0JIM30CThIO TPYMITHI K BOJIOLIMOHHOMY CTBOJY, Be-
IyIieMy K IrTriiaM. PaccMoTpeHHBIe HImKe MOP(OJTOTH -
YecKre YePThI B UCCIICAOBAHMSIX JMHO3aBpOB BOOOIIIE 1
MpeXae BCETO TEPOIOAOB, AEMOHCTPUPYIOIIUX HaW-
OOJIBIIIYI0 M3MEHYMBOCTL CPEeIy MMHO3aBPOB, HBIHE
HEpeaKo TPAKTYIOTCS COBCEM HE TaK, KaK paHbIIe.
MHorue MopdosioThdecKre OCOOEHHOCTH TEPOIOA0B
OBLIM OMMCAHbI B MPEAIIECTBYIONINX UCCIEIOBAHUSIX,
OIHAKO B KOMIUIEKCHOM aHa/In3e MOP(OI0TUM TPYIIIIbI
olyIagach HeXBaTKa 3HAHU I 00 NX (PYHKIIMOHATBHOMI
MOpP(OJIOTrHMH, BO MHOTOM OOYCJIOBJICHHASI HETTOJTHOTOM
HMCKOIMaeMOoro Marepuajia. B HacTosiee Bpemsi, Oia-
romapsi HOBbIM HaXOAKaM, CPaBHUTEIbHBINA MOpPQO-
JIOTUYECKMU aHaIn3, OCHOBAHHBIN Ha 0oJjiee IINpPO-
KOM MaTepuaJie, CTajl 0ojee TIaTeIbHbBIM, OTKPBIBas
NyTh K 00Jiee BECOMBIM OOOOILEHUSIM, KaCcalOLIMCSI
CTPOEHUSI TPYIIIHI.

B pabote aHanm3 Mop¢hOJI0rMYecKrX YepT MPOBEACH
C YU4ETOM OOIIIETO pyciia CTPYKTYPHBIX IIpe00pa30BaHMIA,
dopMUpYIOIINX MarucTpajibHOE HaIlpaBJISHUE MOP-
(dOJIOrMYECKOI 3BOMIOLIMU TEPOIIOA0B, OOJIbIIOE pa3-
HOOOpa3re KOTOPBIX HE TOJIbKO HE CKPBIBAET 3aKOHO-
MEPHOCTU HX 3BOJIIOLMOHHOIO Pa3BUTHUSI, HO Haxke
roguepKuBaeTcss UM. B 3Bomou TepornogoB BO3-
MOXHO BBIACJI€HNE KaK YaCTHBIX, XapaKTEePHBIX IS
OTIEJIbHBIX 00Jice MEJIKMX TAKCOHOB, 3aKOHOMEPHO-
CTeii, TaKk 1 OoJjiee OOIIMX aCHEeKTOB, XapaKTePHBIX
IUISI TpyTOBL B LieJioM. K HUM OTHECeHbI: U3MEHEHUE
TUIA IIMTAaHUSI, OOpPaTHO IIPOIIOPLIMOHAILHOE BECY
TeJja yBeJIMUEHME MO3Ta Yy OHOTO 13 HUX (MHI€HUMU,
Ingenia Barsbold, 1981), BozHuKHOBeHHE MOP(}OJI0-
TMYECKUX YepT, COMMKAIOIINX TEPOIIOIOB C ITULIAMU
(OopHUTHU3ALIMS TEPOMOIOB), a TAKXKE COYETaHUE TIPU-
MUTHUBHBIX U ITPOJBUHYTHIX [IPU3HAKOB B CTPOSHUU CKe-
JIeTHBIX CTpYKTYp. I[locnenHeit ocoGeHHOCTH SBOTIOLINI
paccMaTpUBaeMON IPYIIIbI CJISIOBAJIO ObI IPUIABATh FO-
pazno 6oJbllIee, BO3MOXHO, ITpeBaIMpylolliee 3HaYCHUE
MIPY aHaAJIM3€ 3BOJIIOLIMOHHBIX IPeoOpa30BaHUIl MOpP-
¢do0rNM TepOmoa0B BOOOIIE U B OCOOCHHOCTU MX
MO30HENIINX BETBEM, 4aCTO BOCIIPUHMMAEMBbIX KaK
Hanboyiee OpHUTU3UPOBAHHBIX. PaccmaTprBaeMbie
HIDKE YePThl CTPOCHMSI TEPOITOAOB, CBSI3aHHBIE C YIIO-
MSHYTBIMU BBIILIE ACIIEKTAaMM, OTPAXAOT PSSO OCO-
OCHHOCTEM 3BOTIOLIMOHHON MOP(OIOruy XUIITHBIX
JIMHO33aBPOB, OTHOCHUMbBIX MMEHHO K HO3THEUIIIeMY
(IO3AHEMEIOBOMY) 3TaITy MX UCTOPUUYECKOTO Pa3BUTHSI.
M3MeHeHre TuIla IMTaHUsI — C Hallleil TOYKU 3pEHUSI,
BaxkKHasl TCHASHLIVSI B 9BOJIIOLM TeporonoB. IloaTomy
B JaHHOI paboTe 3TOMY acIeKTy 3BOJIIOLUM T'PYIIIbI
yaeasaeTcsl HanOoJIblliee BHUMAaHUE.

JKYPHAJI OBLIEN BUOJIOTUU
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CMEHA TUIIA TTMTAHUA

SApKo BeIpakeHHOI XBaTaTeJIbHOM (DYHKLIMU KUCTU
Y XUIIHBIX TMHO3aBpoB (puc. 1) Bcerma npuaaBaioch
OOJIBIIIOE 3HAUECHHME, KaK MOKA3aTe/li0 XUITHUIECKOTrO
ob6pasza xu3Hu (Osborn, 1917; Romer, 1956; Ostrom,
1969). Crioco6HOCTb KUCTH CXBaThIBATh OOBEKTHI JIETKO
pacIio3HaeTcs 110 €€ CTPOSHMI0. B TUIMMUHOIM 1151 Te-
poroaa TpexIajloil KUCTU Crubaroimecs: Mmaiablibl C
3a0CTPEHHBIMU U U30THYTBIMHM KOTTSIMU BOH3aIOTCS
B TEJIO >KEPTBHI (MJIU Bpara), TEM CaMbIM 3aXBaThbIBasI
U yaepxuBasi xkepTBy. Pukcaiysi XXepTBbl CIIOCO0-
CTBYET €€ MOCIEAYIOIEMY YMEPIIBICHUIO XUIITHUKOM.
Onnako naHHas oO1as GyHKLUMOHAIbLHAA MHTEPITPe-
Talusl XBaTaTeJIbHOM KUCTU, IIMPOKO MPU3HAHHAs B
MPOIIIOM, CTaja HapyllaThCs MPU HAXOXKICHUM TH-
CTaJIbHBIX 3JIEMEHTOB TEPeIHNX KOHEUHOCTEM, CTpoe-
HHUE KOTOPBIX MO BeJINYMHE, (hopMe U COOTHOILICHUSIM
daaHr TanblieB, BKJIIOYasi KOTITEBBIE, ITOJHOCTBIO
BBIXOAWJIO 32 paMKH CTPOEHMUSI, Ka3aJ0Ch, CTOJIb XO-
POILIO YCTAHOBJICHHOTO paHee IS KUCTell TepOoIioaoB.
OTKpBITHE XUIIHBIX AUHO3ABPOB IO HEOOBIYHO KPYII-
HbBIM, a B OTHOM CJTy4ae TUTAHTCKUM KOTTeBBIM (haJlaHTaM
kuctu (Manees, 1955; PoxnectBeHckuii, 1970) nipen-
BEILIAJIO MOSIBJICHUE COBEPIICHHO HE3HAKOMBIX (hOpPM.
Kaxk BBISICHMJIOCH HAMHOTO MO3X€E, 9BOJIOLIMOHHBIE
Mpeoopa3oBaHUs KUCTU OIPEASISIIOTCS UX 3KOMOP-
doorueit, yKasbIBalollleil Ha Mepexon OT XUIIHWYE-
CTBa K PACTUTEJILHOSIIHOCTU U SIPKO MPOSIBUBIICHCS B
SBOJIIOLIM MMO3MHENILINX TEPOIOIOB.

B nocTkpaHuabHBIX CKeJleTaX BHICOKOI COXpaH-
HOCTH BHepBbBIe y opHUTOMUMUIOB (Ornithomimidae
Marsh, 1881) u neitHoxeiipunoB (Deinocheiridae Os-
molska et Roniewicz, 1970) B rpyaHoit moyioctu (B
MYCKYJIbHOM XeJIyJIKe) OOHapy>KeHbI CKOIUICHUS Ta-
ctponutoB (puc. 2) (Kobayashi et al., 1999; Lee et al.,
2014), ¢ BBICOKOI BEPOSITHOCTHIO CBUICTEIHCTBYIO-
mue o0 M3MEHEHUH CIIEKTpa MUTAHUS — MaJI0 U3Y-
YEeHHOTO, HO 3HAYUTEIbHOTO (peHOMEHA B 9BOJIIOLINN
TeporionoB. OgHAKO y MOHTOJBCKOIO TapOo3aBpa
(Tarbosaurus Maleev, 1955), TMraHTCKOIO XMIITHUKA U
POICTBEHHMKA aMepUKAHCKMUX THUPaHHO3aBpumIoB (Ty-
rannosauridae Osborn, 1905), Takke obHapyXeHbI Ta-
CTPOJIUTBI B COXPAHMBILIMXCS OTIIEYaTKaX MYCKYJIBHOTO
xenynka. CiaegoBaTeabHO, (DYHKIIMOHAJIBHOE 3HAYE-
HHUE TaCTPOJMTOB TPYOJHO TPAKTOBATb OAHO3HAYHO.
l'acTponuThl UMEIOTCS Y HEKOTOPBIX COBPEMEHHBIX
XUIIHBIX IITUI, a TakK:Ke KpoKoauioB. Ilo-BuanMo-
My, Hallle TIOHMMaHue 3KOMOP(OJOIUM Pa3IMIHbIX
XUIMHUKOB HEOMHO3HAYHO M [OaJIeKO OT IOJHOM
OnpeaeIeHHOCTH.

Y HEKOTOpPHIX TEPOMNOIOB CTPOCHUE KHUCTU U €€
pa3Mephl, B OCOOEHHOCTH KOTTEBBIX (pajlaHT, SIBHO
MCKJIIOYAIOT COBEPLICHUE XBaTaTEJIbHbIX ACHCTBUI.
DTO OTHOCUTCS MpeXIe BCEro K TEePU3MHO3aBpy
(Therizinosaurus cheloniformis Maleev, 1955), Haxon-
KOi1 KUCTU KOTOPOT'0 OTPaHNYMBACTCSI OOJILIIIMHCTBO
cBeleHNI o0 HeM. TepM3MHO3aBp OCTaeTCs COUH-
CTBEHHBIM TE€POMNOAOM, B KUCTU KOTOPOIO OBLIU HE-
Ne 4
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Puc. 1. JleBast KMCTh BeJiolMpanTopa (BeHTpaJlbHasi CTOPOHA MEAWO-I0p3aJbHO) B XBaTaTeJlbHOM Ttojoxenuu. I, 11, 111 —

HaJbLbI.

OOBIYHO YIJIMHEHHBbIE KOrTeBbIe (hanaHru (110 0.7 M),
cXkaTbele ¢ OOKOB UM BBITIPSIMJICHHBIC. Y NIeifHOXelpa
(Deinocheirus mirificus Osmolska et Roniewicz, 1970)
KorreBble (pajlaHTH OBLIM BIBOE KOpoue, Oojiee Mac-
CUBHBI M TaKXXe SIBHO HE CIIOCOOHBI CXBaThIBaTh U
YIepKUBATh OOBEKTHI. DTO IIPUMEPhI HanboJIee paan-
KaJIbHBIX MOP(OJIOTMIECKIX IIPe00pa30BaHMl KUCTU Y
TEPOIIOIOB, OTPaKAOILIVE U3MEHEHNE B CIIEKTPE MUTAHUSL.
CronleTieM paHbIlle OTMedajach M3MEHYUBOCTh B
CTPOCHUU U (PYHKIUSAX KOTTEBBIX (baJlaHT KUCTU Y
opHuroMmuMunios (Osborn, 1917). B Hacrosimii Mo-
MEHT IOKAa3aHO, YTO U MOHTOJIbCKUM OPHUTOMUMUIAM
ObUIO CBOMCTBEHHO IIMPOKOE Pa3sHOOOpasKe B CTpoe-
HUM KWCTU U KOTTEBIX (hajlaHT, OTBEUYaBIlIee Pa3HOOO0-
pa3vio HUII TMo3IHeMeIoBoi akocuctembl (Chinzorig
et al., 2017). PazHooOpa3ue TUMOB MUTAHUS IIPEAIIO-
maretcss y ueirypo3aBpoB (Coelurosauria Huene,
1914) u apyrux tepomnomoB (Xu et al., 2002; Zhou,
Zhang, 2002; Barrett, 2005; Barrett, Rayfield, 2006).
B uucio u3aMeHUBIIUX TUIOTOSIAHBINM 00pa3 >KU3HU
BXOJSIT YIIOMUHABIINECS OPHUTOMUMMIBLI U ACHHO-
XeUpuabl, OTHOCUMBIE K OpHUTOMUMO3aBpaM (Orni-
thomimosauria Barsbold, 1976), Tepu3nHO3aBpUIHI,
oOHapyXuBaeMbIe B 1ocienHee BpeMst B CeBepHO
AMepuke 1 A3MU, a TAaKXe YaCTUIHO MOHTOJBCKHE
oBupanropunsl (Oviraptoridae Barsbold, 1976). He-
MoHroabckue tepusmHo3aBpunbl (Kirkland, Wolfe,
2001; Zhang et al., 2001; Li et al., 2007; Zanno, 2010)
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He o0jagajay TMTaHTCKMMM KOTTEBBIMU (bajlaHTaMM
KHUCTU, HO UX BKOMOP(OIOrMYeCKUe BO3MOXHOCTH CO-
OTBETCTBOBAJIM PaCTUTEIIbHOSITHOCTU (Zanno et al.,
2009; Zanno, Makovicky, 2011). Tepu3unHo3aBpuI0B

Puc. 2. 'acTpoauThl B MyCKYJIBHOM XeJIyIKe AeiiHoxeipa
(Deinocheirus Osmolska et Roniewicz, 1970). ITo: Lee
et al., 2014. Ienenue Ha nuHeiike 1 cM.
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MPUHATO OTHOCUTH K MaHupanTopam (Maniraptora
Gauthier, 1986) ¢ “KpyIMHOKOTOTHOCTBIO”, TIPEICTaB-
JISIIOIIEH TUIE3MOMOP(MHEIN IIPU3HAK B Kiage. Mop-
donormueckoe pasHooOpazre TEPU3UHO3ABPUI OT-
paXkayoch B pa3INYHON BeJIMUYMHE KOTTEBbIX (hajaHT
KHUCTHU, pacCIIUpPSIBIIEH ee (DYHKLIIMU U OTpakaBlleil
amarnTaluio K YCIOBUSIM cpenbl oomTtanusa (Paul,
1984; Weishampel, Norman, 1989; Russell D.A., Rus-
sell D.E., 1993; Zhang et al., 2001; Kirkland et al.,
2005). PacmmuipeHue crnekrpa IMUTaHUSA ObLIO TJIaB-
HBIM JBUTATEJIEM Pa3BUTUSI PACTUTEIbHOSIHOCTU Y
TEPOIO U CTpaTeruu ux BbkuBaHus. Korresoie ¢a-
JIAHTU COOTBETCTBOBAJIU Pa3IMYHBIM BapUalUsIM UX
MMPUMEHEHUS, HAUMHAasI C XBaTaTeJIbHbIX y 0a3aIbHBIX
XUIIHBIX (DOPM U IO 3arpebarolinX IBVXKEHUN y Te-
PU3UHO3aBPUIIOB, MMUTABIIUXCS PACTUTEILHOM TTUIICHA
(Lautenschlager, 2014). XBaTaTenabHasi KUCTh Oblla He
TOJIBKO Y 0a3aibHEIX (popM. OHA TaKKe COXpaHSIach U
Y TIO3IHEUIINX TEPOITOIOB, TAKUX KaK JIPOMEO3aBPUILI
(Dromaeosauridae Matthew et Brown, 1922) u MeHee
reHepaJIM30BaHHBIX OBUPANTOPUAOB, B €IBa JIM HE
3TaJJOHHOM MOP(dOI0rnIecKoM cTpoeHuu (puc. 1).

“KpyITHOKOrOTHOCTL” 'y TEpPU3UWHO3AaBPUIOB U
NeHOXepraI0B onpeneseT Haubosiee paIuKaibHbIe
Mpeo0pa3oBaHMs KUCTH, CTAHOBSICh BBIPA3UTEIbHBIM
WHIUKATOPOM UX PACTUTEJLHOSITHOCTU. Panukanb-
HOCTb Y YHUKAJIBbHOCTb [TIE€PECTPOEK B CTPOCHUU KUCTHU
CTaHOBWJIMCh, BO3MOXHO, 3BOJIOIIMOHHO II€pCIIeK-
TUBHBIMU, MOBBILIABIIUMU KOHKYPEHTOCITOCOOHOCTD
ux obnanaresneit. [lpegenbHas criennain3anus CTpo-
€HUs KUCTU y TEPU3UHO3aBpa M ACUHOXEHpa Takxke
WLTIOCTPUPYET MO3aNYHYIO 3BOJIIOLINI0 MOPGhOIOTUN
TepONoA0B, OCOOEHHO Ha MO3IHEMIIeM 3Tane ux
pacuBeta. TUNMYHO TpexIajiasi KMCThb TepoIiofa IMo-
Beprajach MHOM (popMe paIrKaabHOIl 3BOJIIOLIMOHHOM
nepectpoiiku. ABynaaocTb KUCTU TUPAHHO3aBpUIA
1 OJTHONAJIOCTb MO KpaliHEN Mepe y ONHOTO U3 ajBa-
pe33aypunos (Alvarezsauridae Bonaparte, 1991) naior
OCHOBaHUS NperoiaraTb HarpaBJIeHHOCTD B €€ pa3-
BUTHUU. JIaBHO U3BECTHAS ABYIIAJIOCTh TUPAHHO3aBpUIA
OOBIYHO CUMTANIACH 3aYPSIAHOM PEaYKIIMEN TpeXmaaoi
KUCTU Tepornoaa, KOTOPOM MOXHO He TIpuaaBaTb
ocoboro 3HadyeHus1. OgHaKo MporpeccuBHas peaykK-
1M TIepeIHUX KOHEYHOCTEN 1 ABynajas (paBHO Kak
U ofHoOMajas) KUCTb C yTparoil (hyHKUIMU 3axBaTa
YKa3bIBAIOT Ha BEPOSITHOE U3MEHEHME crocoba ImuTa-
HUS, TTIOAKpEIUIsieMoe TakKXKe HaXOXIeHUEeM racTpo-
JMTOB y Tapbo3aspa. [Tnotossmabie (hopMBbI, Kak IIpaBHiIo,
HE ObIBAIOT TOJILKO OXOTHUKAMU WM TanaiblKaMuy
(Farlow, Holtz, 2002). Ilo-BunuMoMy, NporpeccruBHas
penyKIMsl yKa3aHHbBIX CTPYKTYP, Haubosiee BbIpaKeH-
Hasl y To3AHenIMX hopM, oTpakaeT 3KOMOPdOI0ru-
YECKW BBIMTPBIIIHOE HAIlpaBJeHUE B BOJIOLMU TH-
TFAaHTCKUX XUIITHUKOB B HUIIIE TaJJIbIIIUKOB, CITOJHA
oOecrieurBaBIlee UX MOTPEOHOCTU. XOPOIIUM TIpHU-
MEPOM CJTy>KaT KPYITHbI€ MTULIbI-TTalTbIITNKH.

HpI/I3HaKaMI/I CMCHbI TUIIa MNUTAHUA CUYUTAIOTCA

TaK:Ke OTCYTCTBUE 3yOOB U pa3BUTHE KITIOBA, BIUSIBIIILE
Ha mx OmomexaHuky (Lautenschlager et al., 2013).
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V 0e33y0bIX OpPHUTOMMMHIOB W HeHHOXEHpPUIOB,
CHaOXEHHBIX KJIOBOM, B COYETAaHUU C OOHApYKEeH-
HBIMU TaCTPOJUTAMM M KMCTBHIO, YTpaTUBIIE CITO-
COOHOCTh (PUMKCUPOBATh OOBEKTHI, KOMILIEKC MOpP-
donornyeckux Ipeodpa3oBaHUN KaXKeTCsl IPEBBI-
IIAIOIIMM MMWHHUMAaJIbHO HeOOXOOWMBbIE IIPU CMEHE
TpodUUIEeCKON HUIIM. Y 0e33yObIX OBUPAIITOPHIOB
BBIACJISIOTCS ABE JIMHUU: OoJiee reHepaain30BaHHasd,
Kak oBupanrTopuHsl (Oviraptorinae Barsbold, 1981), u
MeHee TeHepaan30BaHHasi, KaK MHreHnuHbl (Ingeni-
inae Barsbold, 1981). MaccuBHBIif pOroBoii KJIIOB,
MMOKPBIBABIINI POCTPaAJIbHYIO YaCTh YETIOCTHBIX KO-
CTell ¥ CIOCOOCTBOBABIINI YCHJIEHHOMY CXXATHIO Ye-
JIIOCTEN, U3BeCTeH y o0eux TMHUMi. KucTh y oBupari-
TOPUHOB (puc. 3a) Mo CTPOSHUIO HE YCTyIaeT KUCTU
JIPOME03aBPUAOB C MAKCUMAJIbHO Pa3BUTOM CITOCOOHO-
CTBIO CXBAaThIBATh >KePTBY (puc. 1), moaTBepK1aeMoii Ha
MOJTHOLIEHHBIX MpumMepax (Ostrom, 1969; bapc6onn,
1983, 2016). Y 6oJee criennaIn3upOBaHHBIX MHTEHU -
MHOB KMCTh (puc. 36) coBceM Jpyrasi: TIepBbIii maierl
MOT OBl HECTH KaKylO-TO HArpy3Ky, JBa Hapy>KHBIX
Majblia peaylMPOBaHbI, MX KOITEBbIE (DalaHT YMEHb-
LIIEHbI, MEHEE U30THYThI, CITIOCOOHOCTD K CXBAaThIBAHUIO
MPaKTUYECKU OTCYyTCTBYeT. CTpoeHMe TTOA00HOI KICTU
MOIJIO OBl IIpearojiaraTh pa3BUTHE KOXMCTOM (T1j1a-
BaTeJbHOM) TIepertoHKu. C 3TUM corjiacyeTcsl yIaau-
HEHME OCTUCTBIX OTPOCTKOB XBOCTOBBIX ITO3BOHKOB,
IpeBpallamlnee XBOCT B IUIaBaTeJIbHEIN opraH. He
MUTAJUCh JU MHICHUMHBI MOJUIIOCKAMM B 0O3epax
rnmo3nHeMeaI0Boro BpemeHu (MaptuHcoH, 1982; Bbapc-
oo, 1983), moMeHsB cpeay OOMTaHMSI, HO COXPaHSIS B
BUJIOM3MEHEHHOM BUJI€ 00pa3 >KM3HU ILIOTOSITHOTO
XKUBOTHOTO? OBHUPANTOPUHBI C XOPOIIO BBIpAXKEH-
HOM XBaTaTeJIbHOM KMCThIO HE MEHSIJIV TUII IUTAaHUS,
HeB3upasi Ha OTCYTCTBME 3YOOB M HajJMyue KIIOBa,
XapaKTEPHBIX JIJIST XUIIHBIX TTTHUII.

B ycnoBusix BBICOKOIT KOHKYPEHIIUM U JaBJICHUS
oTOOpa MHOTOOOpa3re HUII C OOraTBIMM IMUAIIEBEIMUA
pacTUTENILHBIMUA pecypcaMy OTKPBIBaJIO IIMPOKUE
BO3MOXHOCTH IJISI BUOOOOPA30BaHMUSI I MOIJIO OBITh
KCIIOJIb30BAaHO HOBBIMU (hOPMaMU [IJIsI BEIXOOA B HOBBIE
TpoduyecKue 30HbI, ellle He OCBOEHHbIE TepoIoaamMu
paHee. Mx aganiTuBHasI pagyalivisi IproopeTania HOBbIE
yepThl U HAIIpaBJICHUS 3a CUYET BETBEil, OTKIIOHSB-
LIMXCSI OT OCBOEHHbBIX paHee MPUBBLIYHBIX HUILL. Cpeau
JIPOME03aBpUIOB, MAaHEBPEHHBIX HAa3e€MHBIX CYIIEp-
XUITHUKOB, OCHAILIEHHBIX NEPBOKJIACCHBIM BOOPY-
KEeHUeM i1 HamageHus U 3ammThl (Ostrom, 1969;
Bapc6omnm, 1974, 2016), TOSBISIOTCS BOOHO-HA3eMHast
(Cau et al., 2017) u enBa 11 He KpbuiaTas ¢hopMbl (Xu
et al., 2002), xapakTepu3yoliye HEOOBIYHO IIMPO-
KM amalTUBHBII IOTEHLMAN TpyIlmbl. Tepu3mHO-
3aBpUIbl U AeHHOXeWpUAbl B KPYITHOM pPa3dMepHOM
KJlacce COXpaHSIJIM TepOIOAOBbIii OOJMK, HO CTaIU
BeretapuaHiaMu. OpHUTOMUMUIBI — OOHA U3 He-
MHOTI'MX BETBEl TEpONOAOB, OOUTABIINX B TEUCHUE
Bcero, HauboJiee IJIUTEILHOTO BO BceM (paHepo3oe, Me-
JoBoro niepuoaa (80 muH ner). I'pymiia yxke B paHHEM
MeJy mepelnia K pacTUTEIbHOSIHOCTH, B IO3IHEM
Ne 4

ToM 80 2019



OB BOJIIOLIMOHHOM MOP®OJOTUU 301

Puc. 3. Mansust (1, 11, I1T) mpaBoii kuctu ciesa. a — 6oiee reHepanm3oBaHHbI oBuparntopun cutunartu (Citipati Clark, Norell
et Barsbold, 2001); 6 — MeHee reHepain3oBaHHbI oBUpanTopun nHrenus (Ingenia Barsbold, 1981).

MeJly ellle IIMpe OCBOUJIa €€ pa3jiMyHble TUIIbI, Oy-
Jlyuu B BECOBOI KaTeropyMu Ha /iBa IOpsiaKa Jierye,
YyeM pOJICTBEHHbIE UM AeHoxelpuabl (oKojio 7 T;
Lee et al., 2014). B pazButiu oBupanTopu OoabIiast
MPUMUTUBHOCTb MOP(GOJIOTUUECKOTO CTPOEHNS KOP-
pelinpoBaia ¢ XuIHu4YecTBOM. CMeHa TUIIa TTMTaHUSsI
O3Hayajla U CMEHY TMOBEAEHUS Y UBMEHMBIIMX TTUTa-
HUE TepONOAO0B, YTO, 10 BCEl BEPOSITHOCTU, Kapau-
HaJIbHO WM3MEHSUIO 3BOJIIOIIMOHHYIO CyAbO0y BHUIOB
BHYTPU UX COOOIIECTB U SIKOCUCTEMBI B 1LIeJIOM. DTO
He MOTJIO HE BJIMSTh Ha BOJIOLMIO TaK Ha3bIBAEMbIX
“IMHO3aBPOBBIX (hayH” B IOCJIEIHIOI U TTO3MHEH-
IIIYIO 3TIOXY MX Pa3BUTHSI, BKIIOUABIIYIO Pa3JIUYHBIX
pPENTWINI, MJIIEKOIIUTAIOLIUX 1 MHOTUE IPYTUE Opra-
HU3MBI.

YBEJIMYEHUWE OB BbEMA
T'OJIOBHOI'O MO3TA

Y OpoaBUHYTHIX OBUPAIITOPUAOB YCTAHOBJIEHO
YBEJIMYEHHUE OObeMa TOJIOBHOIO MO3Ta B OOpaTHOM
MPOIOPIINY K BeCy Tella. DTo 6pocaeTcs B I71a3a Npu
paccMOTpeHMHM OO0beMa TOJIOBHOTO MO3ra M Beca
MOHTOJIbCKUX Tap003aBpoB. I1pu pacueTHOM Bece ux
tena 5000 Kr 00beM MO3rOBOI ITOJIOCTH OBLT MEHee
300 cm? (Mastees, 1965), npesbllnas PUMEPHO HA
TpeTh 00BEM, 3aHATHIN COOCTBEHHO TOJIOBHBIM MO3TOM.
Y unrenuu (Ingenia Barsbold, 1981), cyns o coxpa-
HUBILEMYCSI TIPUPOTHOMY HEMPOKpPAHUATBLHOMY OT-
JmBYy (riceBmoMopco3se; puc. 4), 00beM MO3Ta TOCTUT AT
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35—40 cM® npu Bece Tena camoe Gosbliee 25—30 Kr.
HMHreHust, Takum obpaszom, oynyuu B 200 pas jerde
Tap003aBpa I10 BeCy, B IPONOPLINHY 00Iamaia He MEHee
yeM 40-KpaTHO 0oJiee KpYITHBIM TOJIOBHBIM MO3IOM.
BTO0 Aenaio ee BO CTOJILKO Xe pa3 “UMHTeJUIeKTyalbHee”
TUTAaHTCKUWX XUIIMTHUKOB, B OIIpeae/IeHHOI Mepe COOT-
Hocsich ¢ TpoomoHTunamu (Troodontidae Gilmore,
1924), uMeBIIMMU OoJiee COBEpILIEHHbIE CEHCOPHbIE
OpraHsl ¥ 3aHMUMAaBIINMMU €IBa JI HE BHICIIIEE MECTO
cpeayn HeaBHalIbHBIX (non-Avialan) TepoIiomgoB, co-
OTBETCTBYSI IO YPOBHIO Pa3BUTHUSI TOJIOBHOTO MO3Ta CO-
BpeMeHHBIM cTpaycam (Russell, 1969; Hopson, 1977).
Bo3mozkHO, GONBIIMIT OTHOCUTEIBHBIN pa3Mep Mo3ra
obecreynBa OTHOCUTEIBHO MEeJIKUM hopMaM HEKO-
TOpOE MIPEUMYIIECTBO Mepell TMraHTaMU, HO BCE Ke
He craciiee ux oT “BEeJIUKOTO BEIMUPAHUS~ B KOHIIC
Me303051.

OPHUTHUSALIMA TEPOITOJOB

C nocienHei TpeTy MPOLLJIOro CTONIETUS B paMKax
KOHUENIUH “TUHO3aBPbI—ITULIBI” O0CYKIAJICS 11~
POKUIi KPYT 3BOJIOLIMOHHO-MOP(OIOTrMYECKUX MPO-
O07eM B M3y4eHUM ITWHO3aBpoB. HelHe mo MHOroumc-
JICHHBIM (DUJTOTEHETUYECKUM CXeMaM (pacCMOTpEeHUE
KOTOPBIX HE BXOAMUT B 33a4U TaHHOTO MCCJIeTOBaHUS)
B JIMHUSIX HEABUATBbHBIX TEPOMIOAOB IPOMEO3ABPUIOB
CUJIbHEE BCEro cOMMXaroT ¢ nTuliamMu. Bmecte ¢ TeMm,
MO CTEeTIeHU OJIM30CTU K MTULIAM MOHTOJILCKUE OBU-
panTopubl pacCMaTpUBAIUCh KaK KOHKYPEHTHI IPO-
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Puc. 4. TlpuponHbIii OTIUB TOJTOBHOTO MO3Ta WHTEHUM
(Ingenia Barsbold, 1981): 1 — Gonbluue noyuapus mne-
peaHero Mo3ra; 3a4epHeHHbIe OKPYIJIbIe OTBEPCTUSI CO-
OTBETCTBYIOT: 2a — OCHOBAHUIO OOOHSITEILHOTO TPAKTa,
206 — npaBoii 3pUTEIbHOI 10J1¢; 3 — 3aTbUIOYHBII MBIIIIE-
JIOK; 4 — OCTaTKU KOCTHOI TKaHM Kpbin yeperna. (I1o:
Bapcoomnm, 1983).

meozaBpunoB (Lu et al., 2002) wim ke KaK HACTOSIIIHNE
OTULBI, BTOPUYHO YTPAaTUBIIME CITOCOOHOCTH K IIO-
saety (Maryanska et al., 2002). ¥V oBupanTopo3aBpa
HomuHTrnu (Nomingia Barsbold et al., 2000) BnepBbie
OOHapyXeHbl YKOPOUEHHBIN (ITOYTU BTPOE) XBOCTO-
BOI1 OTE IT03BOHOYHMKA 1 TTMTocTIb (Barsbold et al.,
2000). Hekorna omHOTO 3TOro KjlacCUYeCKOIro ITpHU-
3HaKa ObLIO TOCTATOYHOTO JJIsI OTHECEHMSI TAKCOHA K
ntuiaM. CXOICTBO COUYJICHEHUs] HIDKHEN 4YelocTy
oBuparnropuaa 1 neHardata (Caenagnathus Sternberg,
1940, cem. Caenagnathidae), BHayaje cuuTaBIIETOCS
JIpeBHEM NITULIEH, TIPUBEJIO K NPU3HAHUIO UX POJICTBA
(Osmolska, 1976), 3aJ10KUBIIIETO OCHOBY €Ille OTHOMK
dopmupylolIeiicss TMHUKA OBUPAIITOPO3aBpoB. Bo3-
HUKHYB KakK HOBOJIbHO IPOOJIeMAaTUYHbIC IpEeBHUE
MTULBI, LIECHATHATUABI CHOBA MPUOJIMKAIOTCS K HUM,
HO YK€ B COCTaBe OBMPAIITOPO3aBPOB.

Bropoe “oTkpriTHE” ApoMeOo3aBpUIOB ITOCIIE MO-
JIyBeKa uUX 3a0BeHMs (IIepBbie OBa BUAA OIMCAHBLI B
1922 1 1924 rr.) OBLIO CBSI3aHO C MOJYYEHUEM HOBBIX
IIJIsl TOTO BpeMeHU cBefeHuit (Ostrom, 1969), moaro-
TOBUBILIUX HECTAHIAPTHBIN IMTOIXO/ K apXEONTEPUKCY
(Archaeopteryx von Meyer, 1861). Bonipeku yctaHo-
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BUBIIEMYCSI TPAIULIMOHHOMY B3IISITY apXCONTEPUKC
CTaJI paccCMaTpUBaThCs HE KaK “TIepBONTHIIA”, a KakK
OINEpPEeHHBIN MaJIeHbKUI XUIIHBIN AuHOo3aBp (Ostrom,
1975a, b). PoacTBo AHO3aBpOB U NTUILl OTMEYAIOCh
T.I'. 'excnu eme mmoaropa croneTust Hazan. B HacTo-
siee BpeMsl IpOMEeO03aBPUIOB BOCIPUMHUMAIOT Kak
IrpynIy, HPOABUHYTYI0O K aBUaJbHBIM TEpOIIoJaM
(Avialae Gauthier, 1986), K KOTOPEIM OTHOCUTCS W
apxeonTepukc. CXOICTBO 3TUX BETBEI OIIPENCISIETCS
X poactBoM. CorjiacHO OJTHOM U3 COBPEMEHHBIX I10-
3ULIMIA, TITUL OTHOCST K TEPONOAAM, HEIHE XXUBYIIIUM
JIMHO3aBpaM, OCBOMBIIMM HeKOrAa I10JIeT. DTO Mo3-
BOJIMJIO MM BBIMTH B HOBYIO aIalITUBHYIO 30HY — BO3-
IYILIIHOE MPOCTpaHCTBO. DYHIAMEHTOM TaKOTO Mepexo-
J1a OBIJIO CTPOCHYE U MOBEIeHNE TAKUX TEPOIOIOB, Kak
JIPOME03aBPUAbI, OBUPAIITOPUIEI X TPOOIOHTHAKI (Pa-
dian, 2004). Onucromnyoudeckuii (Barsbold, 1979; Bap-
coomnn, 1983) Taz y ;poMeo3aBpUIOB U apXeoITepuKca
(TTOMUMO JAPYTUX TEPOMOAHBIX YEPT) paccMaTpUBal-
CsI KaK IIPOrpeCCUBHBII IIPU3HAK B Pa3HBIX BapyaH-
TaX aHAaTOMWYECKOTO CTPOEHUSI, S9KOMOPPOIOrNU 1
npoucxoxaeHus. PoncTBeHHbIE CBSI3U XUIITHBIX UHO-
3aBpOB U MNTHUIl OCHOBBIBAIOTCS HA CPaBHEHUM MOpP-
doJIoTMYecKNX 4YepT, IPpOHNOpUUil U COWICHEHU B
MOCTKPAaHUAJILHBIX CTPYKTYpax y psiia TepoIlOIOB,
BKJIIOYasi M IpoMeo3aBpuI0B. Jlajgeko He Bcerma yum-
TBIBAIOT, YTO MOpPdosIOoruyecKue HHHOBAIIUU I10-
CIIETHUX IIPOCJIEXXUBAIOTCS Yepe3 MX BEPOSTHEIC
JIpEeBHMUE POJICTBEHHBIE CBSI3M, BOCXOOUBIINE K ap-
xeonrrepukcy (Ostrom, 1969, 1975a, b, 1976). Panee He
3aMeyaBllieecsl CXOACTBO CKeJleTa y MO3IHEeIOPCKOTO
apXeoNTepPUKCa ¥ MEJIOBBIX IPOME03aBpUIOB B HEMa-
JIOM Mepe ompenessieTcs MapauIeIbHOM SBOJIOLMENA
POICTBEHHBIX (B pa3HOM Mepe) JUHUN TeporoioB
(bapcoomnn, 1983). 3aceneHrne MHOTOUMCICHHBIX HUII,
oInpeaesIMBIIee BOJIOLMUOHHBINA YCIIeX pa3BUTHUS Te-
pOIIOIOB, MOATBEPKIAETCS X OOraThiM pa3HOOOpa-
31ueM, 0COOeHHO TTo3gHenmux ¢gopM. OcodbeHHO 3a-
METHBI B 3TOM IUIaHe APOMEO3aBPU/IbI, MOJACTYIIABIIINE,
KaK OTMEYaJIOCh BBIIIIE, TAKXKE K OCBOSHHMIO BOTHOTO
M Ia>K€ BO3MYIIIHOTO IIPOCTPAHCTBA. Y IPOME03aBPUIOB
dyHKUMEl cXBaThIBaHUS 00Jiagaia He TOJIbKO KUCTh,
HO U cTomna ¢ “xuiHudeckum” korrem. O6e Mmopdo-
JIOTMYECKNE adanTally HaIlpaBJIEHbI Ha (DUKCAIINIO
JI00BIYM, €€ yMepIIBIeHNEe (M3BECTHOE Y COBPEMEHHBIX
XUIIHBIX MTUIL), a TAKXKe Ja3aHue Mo IePeBbsIM KakK
BaXKHOMY OTIIPaBHOMY MOMEHTY B 3BOJIIOLIUU T10JIETa.
Croma IpoMeo3aBpUIHOIO TUIIA Y “IIOYTU NTUIbUX’
(paravian) TeponoaoB SBJseTCs (PYHKIIMOHATbHBIM
3aMCTBOBaHMEM (dKcarlTallMeil) B 3BOJIIOLIMU CTOIIbI
NTUL, paHHUE (OPMBI KOTOPHIX IIEPBOHAYAILHO BEIU
IpeBecHbIil o6pas xu3Hu (Fowler, 2009; Fowler et al.,
2011). ApeBecHBIi 00pa3 >KM3HU U ClieliprKa IToBe-
JIIEHUSI TEPOIIOJOB, CXOAHBIX C IPOMEO3aBpUIAMMU,
CMOCOOCTBOBAIM BOBHUKHOBEHUIO BCIIAPXWBAHUS U
najee (bOpMUPOBAHUIO AKTMBHOIO MAIIYIIIETO I10jIeTa
ntull (Manning et al., 2009).
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Puc. 5. Uepen u HUXHSISI YETIOCTh clieBa: @ — ApoMeo3aBpuj Beaouupantop (Velociraptor Osborn, 1924); 6, 6 — oBupanropu-
nbl: 6 — cutunatu (Citipati Clark, Norell et Barsbold, 2001), ¢ — konxopanTtop (Conchoraptor Barsbold, 1981), Bua cripasa, 6e3
HIUKHeM yemocTi. CTpesiKoii yKa3aHa MacCUBHasI IpeauesTIoOCTHAsE KOCTb, OCHOBA POTrOBOTO KJTIOBA. T — KOCTHBIN rpeGeHb.

MO3AWUYHOCTD B 5BOJITOLINHN
TEPOITIOOOB

Kom06uHa1uss OTHOCUTEbHO FreHepaIn30BaHHbBIX
(MMPUMUTUBHBIX JJIsI paccMaTpyMBaeMOM TPYMIIbl) U
CHelau3UPOBaHHbIX (MPOJABUHYTHIX) MPU3HAKOB
npeacTaBisieT Hauboliee SIPKyI0 OCOOEHHOCTb 3BO-
JIIOLIMOHHON MOP(OJIOTUN TEPOIIOJ0B Ha MO3IHEeM-
111eM aTamne ux 3Bosouunn. Cpear HUX 0cod0 BbIAES -
IOTCS IBE BETBU, YK€ YIIOMUHABIIIMECS BbIIIIE, — IPO-
MEO03aBpuIbl U OBUpANTOpUIbl. OHU OTINYAIUCH U
OT APYTIUX TEPOIIOAOB, U, OCOOEHHO, APYT OT ApyTra
KOMILJIEKCOM, IO CYTH, MPOTUBOMOJOXHBIX YepT.
dpoMeo3aBpUIbl 1 OBUPANTOPUABI HAWIYUYIIIUM O0-
pa3oM AEMOHCTPUPYIOT COYeTaHUe Pa3IUYHbIX MTPU-
3HAKOB, €11Ba JIM 3aMETHBIX Ha 0oJjiee paHHUX dTarax
9BOJIIOLMY TEPONOAOB U HUKOTAA HE ITOCTUTaBIINX
Takoii MOp(}OJIOTMYEeCKOl BBIPA)KEHHOCTH, KakK Ha
Mo3AHelIIeM 3Tare ux 3Boaolun. Hrke npusonsitcs
B cxaToii ¢opMme Haubojee WIIIOCTpaTUBHbIE U3
3TUX KOHTPACTHBIX MOP(POJIOTUYECKUX MPU3HAKOB.
HpomMeozaBpuabl obiaganu deperiom (puc. Sa), Tu-
OUYHBIM 1151 TeportogoB (Barsbold, Osmolska, 1999).
Paznuuust B Aetansgx u MpoNoOpLUSX CTPOEHUS He
OTMEHSIIOT €r0 OTHOCHUTEJIbHYIO TMPUMHUTUBHOCTD.
Yeper xxe opupantopuaoB (bapcooinn, 1983; Elzanowski,
1999; Osmolska et al., 2004) cuIbHO OTKJIOHSIETCS OT
XapaKTEepHOU ISl TEPOIOJ0B HOPMBI U CTAHOBUTCS
KpaiiHe crnenuain3upoBaHHbIM (puc. 56). ITocTkpa-
HUAJILHBIN CKeJIeT y 00erX BETBel, COOTBETCTBYS O3/~
HeOa3aJlbHOMY THUIIY, CIOCOOEH K MOIU(pUKALIUSIM.
VY 1poMeo3aBpUIOB CTOIA ITPU JIOKOMOLIUU (hyHKIIMO-
HaJILHO JBYyTIajiasl, TaK KaK BTOPO MaJjiell CTOIbI C yBe-
JIMYEHHOM KOITeBOM (“XuIHMYecKoli™) (hajaHTroi He
MOT BBITNIOJTHSTh (DYHKIIMIO OMOpPhI Ha cyocTpar (Ostrom,
1969; Osmolska et al., 2004). Ctona y oBHpamnTopu-
JIOB B paMKax TepornoaoBoii HopMmbl. Ta3 y npomeo-
3aBpPUIOB XapaKTEPU3YeTCsl OTMUCTOIMYOUYECKOM, Y
OBUPANTOPUIOB — TNPEenyOUYecKO AOTUXOUIIUEN,
TUITMYHOM JJI1 TEPOIOIOB. XBOCTOBbIE MO3BOHKU Yy
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IPOMEO3aBPUIOB C YIUTMHEHHBIMU COEIUHSTIOIINMA
BJIEMEHTAMU ITIpeoOpa3oBaHbl B XECTKYIO YIIPYTYIO
CTPYKTYpPY, UCIOJb30BaBIIYIOCSI B KauecTBe OajlaH-
cHpa ITpU KpyThIX BUpaxax (Ostrom, 1969) u ynpyroit
OMOopHI Ha cyOoCcTpaT. DTO MO3BOJISIIO B CIyyae HE0O-
XOIUMOCTH OCBOOOXIATh 3aJHUE KOHEYHOCTH IS
TIpUMEHEHNS “XUITHNYECKNX "’ KOTTEI CTOI, YTO BBI-
pasuTeNbHO TIPOIEMOHCTPUPOBAHO Ha YHUKAILHOM
doccimu “mepyinecss AMHO3aBphl”. XBOCTOBOM OT-
JIeJl Y OBUPANTOPUAOB 110 CPAaBHEHUIO C TEPONOAaMU
YKOPAuUMBAJICS, COCTABJISISI TIOJIOBUHY €TI0 JJIMHBI, OT-
MeJaeMoM Y pa3IMIHbIX (OPM B MEHEE ITPOIBUHYTOM
COCTOSTHMU, a B ciiydyae (hOpMUPOBAHUS TTUTOCTUIISI
YKOpodeHue eliie 0ojiee yBeamurBaioch (Barsbold et al.,
2000). Takum o6pa3om, ITOCTKpAaHUAILHEIN CKEJIET Y
JIPOMEO3aBpPUIOB OTpaXkaeT YHUKaJIbHbIC CTICIINAIU -
3allMM, TOTJA KaK B CTPOCHUHU UX Yepera He ObLIO Co-
MOCTaBUMBIX ITO MacIITa0y MOP(POJIOTUIECKUX N3ME-
HEHWIA. Y OBUPaNTOPUIOB CTOJb XK€ YHUKAIBHBIE CITe-
[UaTn3aiy  Kacaluch CTPOCHMS dYeperia, HO B
MOCTKpPaHUAJIBLHOM CKeJleTe M3MEHSIETCS CTpOeHUe
TOJIbKO OTMEUYEHHBIX BBIIIIE CTPYKTYP. DTH IBE BETBU
HauboJiee SIpKO IeMOHCTPUPYIOT pa3HOOOpasue Te-
poriof.

MopdoJiorusi MOoCTKpaHUAIBHOTO CKeJleTa Y Opo-
MEO03aBpUIOB OTPAKAET YHUKAJIbHbIE CTICIMATU3ALIUN,
OIHAKO MX MOIU(MUKALIMKY HAXOISITCS B pycie “ycpemn-
HsIIOIIe” opHUTU3aINU. B 3BoonmoHHON Mopdo-
JIOTUX APOMEO3aBPUIOB U OBUPAIITOPUIOB, HBIHE
TaKCOHOMMWYECKHN He OYEHb OOLIMPHBIX TPYIIIT, OPHM-
TU3ALMs TIPENCTaBIISIeTCS IPOIPECCUBHOM, U, BO3-
MOXHO, 3TO OCHOBHOE 3BOJIIOLIMOHHOE PYCJIO MOP(DO-
JIOTUYECKUX TTpeoOpa3oBaHNil (pOpMHPOBATIOCH IO
JIeiicTBUEM CTaOMIU3UPYIOIIEro OTOOpa Cpeau IMo37 -
Helmmx Teporronos. [1py 3ToM 3BOJTIOLIVA B HAIIPaB-
JIEHUM ACUCTBUSI OTOOpA O3HAayayia BHIXOJ TAKCOHOB
Ha MarucTpajbHble NYTH TOCJEIHEro, JeiicTBOBaB-
IIIeTO B TeUCHMeE JUITUTEJIbHOTO TIeproIa pacliBeTa -
HO3aBpOB Ha 3emiie, B BKOCHUCTeMaX KOTOPOil Ipo-



304

MEO3aBpHUOBI M OBUPAIITOPUIBI 3aHUMAaJIM CBOE JIO-
CTOITHOE MECTO.

SAKITIOYEHHME

1. CriocoOHOCTU KWCTHU 3aXBaTblBaTb W YAEPXKU-
BaTh OOBEKTBbl Y XHUIIHBIX AWHO3aBPOB IPUAAETCS
0oJIbIIIOE 3HAUCHME KaK MOKA3aTeNI0 XUIITHUYECKOTO
oOpaza XM3HU. DKOMOP(POIOrMIecKrue OCOOEHHO-
CTU, TPpOSIBJsIoNIMecs B MoAu(UKAIUSAX KUCTHU, a
TakKe B MOSIBJIEHUM MYCKYJBHOTO KeTyaKa, corjia-
CyIOTCsI C TpaHchopMalMeii TUTla MUTaHus OT TIJI0TO-
SITHOTO J10 PaCTUTEIbHOSIAHOTO. [IBYaIOCTh U OHO-
MaJIOCTh, KaK MOCIeI0BaTEIbHOE PA3BUTHE TPEXTIAIOM
TEPOIIOOBOI KMCTH, BMECTE C “KPYIMHOKOTOTHOCTBIO”
MPEACTaBISAIOT cOOOU paairKaaibHble MOAUDUKALINY,
OTPAXAaBIIIME HEJIMHENHBIA XapaKTep 3BOJIOLIMU, TIPU-
BOJMBILIEI HE TOJIBKO K CMEHE KOPMOBBIX OOBEKTOB, HO
U TI0 HEOOXOAUMOCTH K CMEHE CPeJibl OOUTAHUS U CITO-
coba mobbryu muiM. TpaHchopmaius MUILEBOTO
palroHa o3Hayvajla TakXXe U CMEHY CTpaTeruu rnoBe-
JIEHUsI CMEHUBILIUX TUILIEBbIE MPEANOYTEHNUS TEPO-
TMOZIOB, TEM CaMbIM U3MEHSISI 9BOJIIOLIMOHHYIO CyIbOY Tak-
COHOB BHYTPU HX COOOIIECTB U SKOCHUCTEMbI B 1I€JIOM,
BBI3bIBAS JAJIEKO UAYLIKE MOCIEACTBUS B SBOTIOLUU
TPYIIIBL.

2. INotepst 3y00OB 1 pa3BUTHE POTrOBOTO KITIOBA HE
BCETJa COMPOBOXIACTCS CMEHOI MUILIEBOrO paliMoOHa:
OBUPANTOPUIBI ¢ OOJBITUM YUCIIOM HPUMUTUBHBIX
YepT COXpaHSIJIM CIIOCOOHYIO K 3axBaTy OOBEKTOB
KWUCTh Y TJIOTOSITHOCTD, TOTAAa KakK y (hOpM C MEHb-
UM YHUCJIOM IIPUMUTHUBHBIX YePT (DOPMUPYETCI MO-
IudUIIIpoBaHHasI He CITOCOOHAs K 3aXBaTy 00bEKTOB
KHCTb, KOTOpasi, BEpOSATHO, Oojiee COOTBETCTBOBAIA
YCIIOBUSM Cpelbl UX OOUTAHUSI U CIIOCOOY HOOBIYU
MU,

3. OBUpPAIITOPUIOB, TAK XKe KaK 1 JPOMEO3aBpHUIOB,
cOmDKaoT ¢ ITUiaMu (MWIM paccMaTpUBAaIOT KaK Ha-
CTOSIIIIUX TITUL[, BTOPUYHO YTPATUBIIMX CHOCOO-
HOCTbB K 11ojieTy). OBUpanTopuabl — eMHCTBEHHAas
rpyIiia cpeau TepoIloAO0B, KOTOPOMl XapaKTEpPHO
IIPOTrPECCMBHOE YKOPOYEHHE XBOCTOBOTO OTHeJa
MMO3BOHOYHMKA C pa3BUTHEM MUTOCTWISI — IIpU3HAKa,
HEKOrJa CYMTABILIEroCsl YHUKAJIbHOMI YepTOi IITULI.
Cnoco0OHas K 3axBaTy CToIla ApOME03aBPUIOB, IPU-
CIIOCOOJICHHAS K JIa3aHMIO 110 AepPeBbsIM, IEMCTBHU-
TE€JIbHO MOTJIA CIYKMTh 3KcaIlTallMeil CTOMbI MTHII,
oTpaxkasl UX aganTaluio K ApeBECHOMY 00pa3y >KU3HH,
KOTOPHIN OBLT HEOOXOIMM IJIs1 pa3BUTHA IToyieTa. Op-
HUTH3AIMS Oblja IIPOTPECCUBHOI TEeHACHIIMEH B
9BOJIIOLUY MTO3THEHAIIINX TEPOIOA0B, BEPOSITHO, O0Y-
CJIOBJICHHAsI IeMICTBUEM CTAOMIIM3UPYIOIIEro OTOOpa
Y MapKUpOBaBIllasi BBIXO I'PYIIII HA MarucTpajibHbIC
ITYTHN X 5BOJIIOLITUN.

4. YBerm4yeHne OTHOCUTEJILHOTO 00beMa TOJIOBHOTO
MO3ra MOIJIO OBITH BBITOAHBIM IS KUBOTHBIX MEHB-
IIMX pa3sMEPHBIX KJIACCOB, MPEIIOIOXUTEIEHO U3-3a
OOJIBILIErO COBEPIIEHCTBA UX CEHCOPHBIX OPTaHOB.

JKYPHAJI OBLIEN BUOJIOTUU

BAPCBOJI[

5. B sBomoLmu 1pomMe03aBpyUIOB M OBUPAIITOPUIIOB
SIPKO MPOSIBJISIETCS MO3aMYHOCTh VX OPTaHU3aLIM, UYTO
BBIPAXKaeTCs B COUETAHUU OTHOCUTEIBHO IIPUMUTUBHBIX
U YHUKAJIbHBIX CITeLUAIU3UPOBAHHBIX 4YepT, KOH-
TPACTHBIX U HEPEIKO IMPOTUBOIIOJOXHBIX MO CYTH,
JIEMOHCTPUPYSI pa3sHOOOpa3ue 3BOTIOLMOHHOI MOp-
¢ 00K TMO3AHUX XUIIHBIX TUHO3aBpoB. CXOICTBO
HEKOTOPBIX MOP(OJOTUUESCKUX YEPT STUX TPYII SIB-
JIIETCST PE3YILTATOM TapasieIbHOM 3BOIIOLUU POJI-
CTBEHHBIX JIMHUI Pa3INYHOM CTeTIeHU OJIM30CTU.
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On evolutionary morphology of the Cretaceous carnivore dinosaurs
(Dinosauria: Theropoda)

Rinchen Barsbold*

Institute of Paleontology and Geology, Mongolian Academy of Sciences
210351 Ulaanbaatar, District Chingeltei-4, S. Danzan street, 3/ 1, pob 46/50, Mongolia

*e-mail: maspaleo @gmail.com

Carnivore dinosaurs of the latest stages of the Cretaceous are clearly differed from more ancient branches be-
cause of the high ability to the diverse structural modifications, expressing more particular and more general
aspects, both equally illustrating the main directions in their evolutionary morphology. The modified features
are, as follows: transformations of the predatory habits; increasing of the brain inversely proportional to the
body weight; a bird similarity or an ornithization, almost commonly accepted in the theropod evolution, and
a combination of the generalized and specialized characters in their skeletal structures, representing, highly
probably, a prevailed tendency in the morphology of the late theropods, often considered as the mostly bird-
like ones. The grasping ability of theropods is an actual indicator of their predatory. Ecomorphologically
modified manus, along with the presence of the gastroliths in the muscular stomach, indicates a transforma-
tion of diet preference from predatory to the herbivory. This transformation also may mean a change of thero-
pod behavioral strategy, that, in turn, changed a force balance within the communities and, thereby, in a
whole ecosystem too, preparing the remote consequences in evolution of the whole group. Oviraptorids were
the probable competitors of dromaeosaurids along the way of ornithization (if not considered as actual birds
but as animals that secondarily lost an ability to fly). Oviraptorids with a pygostyle (formerly treated as a clas-
sical bird character) were the only theropods liable to the unusual shortening of the tail. Grasping pes of dro-
maeosaurids adapted also to climbing on trees, represents an exaptation for the bird pes, promoting to an ar-
boreal mode of life and necessary for evolution of flight. Ornithization was the progressive tendency in evo-
lution of the late theropods, maintaining a stabilizing selection and defining an exit to “the main road” of
their development. Increased brain in theropods, two orders lesser in weight by comparison with giant spec-
imens, could be an advantage of the light-weight animals having more perfect sensor organs. Dromaeosaurids
and oviraptorids demonstrated a combination of relatively more generalized and inimitably specialized fea-
tures, often contrast and even opposite, expressing a diversity of their evolutionary morphology and empha-
sizing, as a whole, the parallel evolution of the branches, distinctly, but closely related.

JKYPHAJI OBLIEN BUOJIOTUU

ToM 80 Ne 4 2019




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /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 false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /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 false
  /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 <<

  >>
  /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
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


