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Abstract. The study on global diversity change across the Phanerozoic has been at the center of paleontological
studies over the past several decades. It is widely known that the diversity estimates are readily affected by
biases such as unevenness of the volume of paleontological data, variation in time interval duration, monographic

effects, and so on. The diversity estimates depend on true diversity as well as sampling effort and a coverage-

based calibration allows us to remove only the effect of sampling intensity without overcorrection. Disparity,

another look at biodiversity, is assessed through accommodating a variety of taxonomic groups into an integrated

morphospace or ecospace. However, the taxonomic distribution in the morphospace is often biased because of

dimensional artifacts, and the distance in the morphospace is unreliable as a metric for disparity in such a case.

Hitherto measures of disparity have been based on among-species variation and have omitted abundance of

each taxon. Studies on taxonomic richness and disparity need appropriate measures of diversity as well as

removal of geological and analytical biases.
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XC&HIC

HAEMSIREEB ORI, KESHUT, SHM%
PEFEEROERNLETL, L DEMELEHTH
LIEBREEROBHE WD) ZoD7 Tu—F 55 5.
Newell (1959) < Valentine (1969) 234t# % o 17,
Sepkoski et al. (1981) LHAKE S KBS FIHEOT
7o —F1%, WBEBTEMITHT: o TECKE O &AM
128 2HFEHRFD—>TH - 7z (Bambach, 1977; Knoll,
et al., 1979; Raup and Sepkoski, 1982; Signor, 1990;
Benton, 1995; Kiessling, 2005; Alroy et al., 2008, 2010a;
Rabosky and Sorhannus, 2009; Na and Kiessling, 2015).
HEMSRRERB) X — > 2T 2 BH (fH % 04
FEOFEETIEZW) 2o T, HFLHE-HED X
O LAEYFBREERT 2 “FROLEMRH” (Red Queen
Hypothesis; Van Valen, 1973) <, ## - {L2EM 43R
REBTHEAL S “BEEEAAKI” (Court Jester
Hypothesis; Barnosky, 2001) 7%t &, SRR ZHMEEE) /<
K= BT 21D DAEMEIEACE T VRS T
& 72 (Benton, 2001, 2009; Jablonski, 2008; Brayard, et
al., 2009; Alroy, 2010b; De Blasio et al., 2015; Holland

and Sclafani, 2015).

—7%, HEROEEMZFFRIZE V2L, #Kk (2009) ©
BEELME DL, 25 LTHFREIMITN L CHE [
Wl Thol:d L. SHEEEEBIE VW) ZET
EZ2E, ©LAHIERMENTE AL, 4 OIS
EHRFE LT SBEORBEEEIZO W T O EIREA T
Hotzk o128z 5 (Isozaki, 1997; Kaiho et al., 2001;
Hasegawa, 2003; Takashima et al., 201112 9%%0. L
L—C, REOHME - R - S HEFIC O W T HERMER
B iR % X7 L 72451 (Toshimitsu et al., 2003; Takahashi,
2005) %, WEOAYEEIER L THEV Vv TO
LA Z X 72 WF%E (Kashiyama and Oji, 2004;
Kurihara et al., 2012), & 2 WIiEiAE v RV COFE LR
HEDEB) N X — > B fEMT L 724 (Yasuhara and Cronin,
2008) <, ZHEMEBID XA F 3 7 2T 2 BRI &
5% (Yoshida, 2002, 2003) Z &R T2 DT, 4
DEIEMEEEBEBERICO H2EERLIAbN TS Z
LA Z 5.

WS B R RN T 270 0EB L L DI,
CHPE LRI T A L IR T — 2 XR— 2 DR TH
%. “Sepkoski compendium” (Sepkoski, 1982) # &L L
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T, OB ENGIZ100 514 i 2 5 PEHETEk & [U6%
L 7z Paleobiology Database (PDBD ; https://paleobiodb.
org/#/) HII T, DEHINODDIED D EEL LT —
RZR—ADY = 7 TRBS B D, FIZPDBDICIZEEE
RLEWRIZEAT 27— 2 ISR E LTEER S hTw 5.
IO LT —ZR—RIZED LTt EMEN T — 203,
HIBRA Ay SR O —ER 2 L 729 v v L B/ 523, #Hi
IR EICEN T2 S BER I S ey vy v iwn
& D, KR M - DR EIURo Ty T EFE
Z5RETHD ). {toT, LHEMEES Y IET
$T57:DITIE, T LTELHROR D 23l L CHIES
BEDRDH L. BT OEMELES LUK o1 LT25,
ZOBERZMMAL LS LT 2MEOLEBFHEATLE D
PoTH 5.

AR ZR O 2ERIZOWTIHE L » 5 Raup
(1972) HHIREICHERI L TH D, EEEHROMIESEIZOW
TH AT DEwmS N TE7:25 (Raup, 1975, 19764, b,
1979; Foote, 1992; Miller and Foote, 1996; Alroy et al.,
2001), 4 Z ORMEIZE T 2 @RI TR ITE F
Do595% % (McGowan and Smith, 2008; Alroy, 2010c;
Smith et al., 2012; Dunhill, 2012; Bush and Bambach,
2015). —7, BEMEEHRE TR, BRENT— 20
% - FIALSHRED DO LELND D, BRENT —
ZIZHBELA TR BE s Tws (4, 2011). 22T
MR TIX, TEMZEEMECHE S W2 0 EREEE
PENBEER LT O T —2ITEINLRY &, ZOFF
fifi « FHIE 23K 2 ERIEITOWTHE LW, HTL D, [k
] 95DRET, MEEMFEIIBT 2T —ZR—ZD
FIFIZO W T OISR S Wizidr ) TH 5 (ZHEEIZ
2, 2016; $87K, 2016). ZHEEIE2> (2016) 1%, ZoOfiE
IZBE L CF — & _—2FMIZE L COER R ik~ Tz
D5, ARG TIENA 7 2 DOHTHIFHE & AHIE « NERD S H
FREITE IR M T 5.

HEMSRIEOREN

HAEM O LRV I B W TIE, DFERE L &S
N ML M (taxonomic diversity) &, FEREMIIF
AR L ORBRBOLEME T BN T 2 LB
(disparity) ©2MEEOLEMESTH STV (K1).
MEDLHEEEB S 2 — v %R T 52 812X-T, K
i 2 0B ORHEBEROMA L IHMNiT 2 7 7o —F
HEH L TWS (Lupia, 1999; Villier and Korn, 2004;
Simon et al., 2011; Brosse et al., 2013; Korn et al., 2013).
WEBROZHRE T L1012, ERESTFIOEAS
NRHDLEDTERA LRENAVLENT E 2205, H5E
Fizls2b0zlics g, #no0RER, HEH
RPEERELEOBBIENTE T L W ERITEEE
(richness) &, ZN ORISR D 2 WV ITTERE

GAC:

WICHEWIZERTZTEEATWY 2 20 ItES S HEE
(distinctness) IZRBHlE 57255 (K1),

HAEMFETIE, KD 2 SBEOEISHVWL NS
LA, DEBEBICESCEBEERIBISAIS V.
KPR T =2 R=2A 06 TH, DEHBROBHRL S
BHAZ I T 22208 TE 5. HEMOBEE,
HMED OB L EOERIEHOHITL o THREIND
OV TH D, B¥LL, HEHDHI) OHEHR
LR O BRI EROEHIZ EEH VWAL TH S (Raup,
1972; Benton et al., 2000). Z 5 L7z EBEEEE I
LT, ARE2EHH ¢ Clarke and Warwick (1998) (2
X o TRIEBS N YL HE R (taxonomic
distinctness) 1%, 2L HE L SHEEHORE &
EONEHOTH ), HEMLEEMFTICOER S AT
W% (Monnet, 2009; Kréger and Ebbestad, 2014).

—7, REMVRNVOLIEE 2 ERNICTHET 5729
120E, TEEEZZER, TWERELZROMEIETT 5 ME
Mo D, EEERG RS ERXIER E LT, EREZEM
(morphospace) & %\ XAEREZER] (ecospace) ZHEEEL,
RRAEWDIZ D LIZEMO ENL b WRWEH Iz E T
DPITEET LT, BEMREZERT I LHT
2. HEEMOBEMREL LCL, FEEEHIIOEY
ROTEFEEIZO W TR ZE - 72 2 8F1<% (Foote,
1997), JEREZEMF @ 2{E AR O FEBE DA & L CTER
SNDFHPRT T A XEEE (Foote, 1993), #ERE
ZHHOMEEHRICES S FEHRT UV AL XIFEHME
(Wills et al., 1994; Lupia, 1999) ZtEBRELHWLN DS
(Ciampaglio et al., 2001; A3, 2012).

BEEBMHEEROREIZL > THbNE Z £EH%0
DT, disparity O FEIVHEE K 2 MO FK TIRA S
N5z EdHd (Pl 21X Novack-Gottshall, 2007). Z #
IZNLT, SEEMOREMRESERSI TS, fl
Z X, EHOE OB L IEEREBOMAE b & F
Z, ZNHDD L ENTETOHDOMLE L BEBRDA
ML oTHEOLNTWEILEHMZD2HEEND D.
Hickmann (1988) o 744 »Z2¢[] (& % & Thomas
and Reif, 1993 @ skeleton space) @ 5H 3% (design space
occupation) % Bambach (1983) o A: #E 22 [ F f X
(ecospace utilization) E ZIZZNTH D, HEYOE
RERY - AR B EM O W5 T & 7z (Thomas
et al., 2000; Novack-Gottshall, 2007; Mondal and Harries,
2016).

BEEIMUARLSOR Y, HEREIZEMEICET 2EH
ECERM OB E LI D AT & 3 2205, {WHEEEHROE
bEOELREIZ, BEOEIFTEEZEM A REZER OE
BILENEIMEFET 2. o TC, {LARESHCHRER
I AL EH YR E O R OME I2i - TV 2 5E 121,
BEEMORERZOREEZITLED. F77, EK
DR D 5345 3—EBDFIHNAR 2 & O L FEREZ ] % i 3
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ZEE richness FHEE distinctness
DI SN ok ks PR S RRERRR
taxonomic diversity number of taxa taxonomic distinctness
SE
FHAL LR G R sum of variances
BEM% design space occupation EHRT T A X IER
disparity 4 BE 7O R FI| mean pairwise distance
ecospace utilization FHRT I A RIELBRLE
average pairwise dissimilarity

1. HEMLSENEBMECHWO NS SEMERE 0. %
(RSN D, REVED) o ko (BEET, 713
EET) FHEiT etk o TREA G RESHWL LS.

L7cGe, MEERORBEIEDLATLEINES).
®Bikd 2 Loz, 205 DR I EROEEYFN T —
RIBET 2 EE 2605, KEURETER, SEERR
ELMRERMNED ZNEFNIIOVWT, ZRLERAWT
SGIREOFT 2B 2EE OSA4 7T R) L ZORIERTE
IZoW TS 5.

B, BEARTECIE, BEELIFERLIDRANLS
MERE & LT, SimpsonZ#£E (Simpson, 1949) <
Shannon-Wiener#5%% (MacArthur, 1955) 7z &84 4%
BESHWLRTWSEY, ZhbIEEIITY vy
OFFEMITICERA SN2 DDUDT, AETITEIET 5.

EEERSKREZEDDINATRLEEZORIE

HWEFHRNAT R
1. #HEORORY MK

Raup (1972) 1%, BHAREMRTE U7(LAEFHE & HIE Y
fI506% & DERIZIEER L, Valentine (1969) 7% & F—
ZICE S P EHBROEE) % — > &, Gregor (1968)
DR o LIRREBOHRIS O& & ORIz, RWIEDOH
BaRons Z &E&iEM LT, Raup (1976a, b) XTI
I EAED, DIEHEEEE O R OEE) & — v hiHy
BRRBOHEOROR D ICKRN T ELZ T TWD
LRI 7z,

D EZ L OHERBAIHRIZEHR L TWDITE, o
JE DTG S T HERFROLE DERE S b il (B4
BE) 2 5 2 EITEMNICIZEETH 228, EERIC
EILIHBOEDOMR ZIREL TEEE LM ICHIE
T2, AETRLBEEOBHAERO 7 — 2 250 E &
U5, LoLZDXD BT — X% RBHICEET 201
KESTEEwoT, ZofREHEEREL LT, #EXETD
HiJE D/ FiE A% <> (Smith, 2001; Crampton et al., 2003;
Mander and Twitchett, 2008; Wall et al., 2009; Mannion
and Upchurch, 2010), JEFHEITE LTO EE DO (Peters
and Foote, 2002; Fountaine et al., 2005; Barrett et al.,

SRS EE L, ORI REE M T— 201649 A
2009; Butler et al., 2009) L EBHWLRTET. 5 H
TIiE, WERREBORBOHO 7 — 213, kL Lo—
HoticonwT ko, SHEFHETOL Y 74 VT —
& R — 2 T¥H 5 Macrostrat (https://macrostrat.org/) 2»
LEGIZAFTE 3.

ZRzxd LT, Dunhill (2011, 2012) < Dunhill et
al. (2013) 1%, FFEOHITIZOWT, VE—FLVVV
70T -2 EHIEEBHRY R 7 L0 b BIREOE R Y
EHL, BEOBHEE HEX EoNHEEE » RE
OREBHBEL L WZ EERLT. ZORRIE, 2
BCHMEDOREEZ ZNL DIEETHRE T2 2 LY T
TWZ EERBT 5.

2. 27 %/ I—WINAT R

RREBEONHOREEE ITHEY 5 2 2B I, Z0
RO HIE DB Tlk v, HEEE L v TOFE L
K, BREBEONMEORFEIZORESSELGS NS, 12
L2, NI REO R VUAEZEST 27— —v a
7 v 7> (Largerstitten) DOTEFEIX, FhzHET 2HE
RRORPITOREETZHERI®L XTI 222
5 (Raup, 1972; Butler et al., 2013).

7, BT 2EREYOBBECROES L L
Lo THUILEDRTFEIFELT 2 EEZLNS. flz
3, RO E D EAOROTIUHEE LTHEDIZL
WEBRNA 7 AT ETH S (Cherns and Wright, 2000;
Kowalewski et al., 2006). b Zd, —HDIT—F—v =
Ty 7y EROE, TR wER A E LT
RES NI, BREE T 2EM I TERD T
TITEW WV, EENIZE, (CRORERT Yy v v
PAFEREIC L o CRES BT 2 Z LEHEVWRWVWES S,

ML, Z2OL728 7% I—INATRILE-TS
BEOFHEAENL BVWRANIED NI NTDH 5.
Kidwell (2005) 1%, —MHEEOARSKICERL, H—
DEHFIF L 22V & D TEEEROE TS T B # A O
BEFFODDITFFIZZ Wb TR W Lk Erb, b
DA INA T A BSEGHRMEZRE) R KL D /8 & — 2 ITHR
ANEHEEEZTOWEWI ERRB LI, 27 %/ 3 —
BUNA T AEFEST 2OIFHLWERDLDND D, 20
A VST N EANTICEHE S 23 IFEETH 5. FE
DEH T v — T ExG E LTAFRIZIRIUE, B o%
BHEBADX T 5 ) I =N T ZADA V87 M,
UHE ORFRIEIEM L T\ 3 L& 2 6N DM EERE
(taphonomic control taxa; Bottjer and Jablonski, 1988) &
DEHEMEB X — v OMBEAZ 2T 252 LT, H2HE
EHMics 2560527255 (MEOMHBEIEWIZE
BT % I—WINA T ADHEDEEDLS) (Foote and
Miller, 2007).
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ABBNAFT R
1. {LERES D

iR O O e VA ORFE IFHEZHNER TS 5
D, ENLITINZ TUHE OBFREEEITIT AR T ERH b
WET L, MiRERIAa Vs 2=k 2{LAREE D
D% b HVERRIZ &, REFEIAES TR
3\ (Sheehan, 1977; Smith, 2001; Purnell and Donoghue,
2005; Bernard et al., 2010). PEME DL HERELS DT
FOEHADT 722D LT SIZHHEINRS &%z
513D T (Dunhill e al, 2012), HEIZER L 72 #7E
RS BICERNEEEDS D 2 &, REZEDORD OFHE
12500 LA,

7, HAxDEPFEREINEZEE, ZRERE
LCRE - IUEEs s 2 AL Tikiw. BETHS
DHVAED D b, BEEL DL, HOESLHEO HEME:
BHLHDODED, BIRITRE - JUH S LT WES
5 (Doyle, 1996). Z 5 L7z EIEavy & — -
NA T A%, FOHEIL WHUE IR OB 5 B O 8 K FH
EHoTIETTHS., av Iy X—« NA 7A@ L 5
DNDBGHITT D LIt ETR/NRICHIZ 2121, 8
FRSRRERBO X O UHRDPEOTFICEES W
REZHEVWLOBREWTESS.

2. £ 77 7%%

S HITEZIE, BRE - NS N UEBEARO 2T I

RIS N DT TIEL W, RSN TEHILE LTAE
SNTHOHT, LHGHKE LTAITEBI NG, 1T,
B E LTARS NIRRT O BT T — X X— 2T
ﬂﬁéﬂfmé&é@%&m IDXHIL, F—&N—

IZHED S SRRMZRE LR OETTIL, TRV T ORFEAY
*H}J_L HEE I NS (Tarver et al., 2007; Puchalski et al.,
2008; Bernard et al., 2010). 25 L7z ./ 77 73R
(monographic effects; Raup, 1972; Raup and Boyajian,
1988) 1%, BEHELIZREL2ERTRS2 0D, f#
TFRIFLICEZZEST 2T E XSRS NTE LD
X % AR3 < (Raup, 1977; Dunhill et al., 2012), HF
ROELLEZELLEBZLEL S OWRESLILAI VY
X—%BEMITRTVETIE, BREEEOURLEE/
77 7SR OMICIKR BRI EES NS,

B2itd, /77 7HRO—-MELE LT, EEP
M IC X 2 RAMEOAR T~ 2T 5.
Paleobiology Database &%k 7 — & 23K 2> T3 E

12, KR - #UIEE I S W SR E A IZ AV I
U DRLLDT, é@mtmdéﬂfétyﬁﬁfﬂ
PN — v BSFEIFHCRIT BT 5 I 7 SR E) 1206
TWEWITERH H 2 (McGowan and Smith, 2008)

F, SEREOWRANE R, BEIISTEEL Y
FoEINEF L I REEMIR (collector curve) 25 F
952 &EDTE 2 (Benton, 2001).

GAC:

3. DEHFEHINA T A

BRI Z €, WEDRNK - RO HFEE 1
Hriimsts 2Emsd 2L L0, DEEHNATAD
ER LTI v, BERLT & D0z, HEMSE
PR CTIRBESR L EOERGEHER D 2 L D% s,
HAEYOBERAERHFERFTLVD DL, Bk
LR D12 b REMNDH 5 (Forey et al., 2004). —E LTz
HIEICES W TR EBEL, ZUTESW T
T 5 o FE NS & FIRET 3 2 P IEYE(L (taxonomic
standardization) 1%, Z 9 L 7z5HZEMINA 71’\@_@
%E’Jﬁﬂ% %515 D, Culver et al. (1987) )

FEENETo 1 BA L Z D TEWHE L T, Fé
ﬁﬁ‘hﬂi@@ﬁﬂﬁﬁp@ﬁﬁ% DORELEDLD Z LS
LTWw3,

—7, BUL0EERTERA LI5S O EMEE) ¢
R —Y OIS, BHFHINA T ADNGHENELEE S & —
‘K@%&%%%%i&“&bk%ﬁﬁ%@@ﬁﬁ%é
T 5 (Wagner, 1995; Adrain and Westrop, 2000;
Wagner et al., 2007). {EXDEEEE & SR FERE L CTl3E
BEOEENEZ—VPEFELLRL LW 0MHlbH 2
5 (Signor, 1985; Lane and Benton, 2003), Z #123>4H
PERRIC X 2FEROTAMOB VX 2D DL DH, S
HENA T RTE D DDLEDD, HDEVIFEHEMFENIZ
HHROH2ENERLTWVWEDOH, ZEFHET 5120

LIZHHN LR BRETDH 2 .

YT M4 XHE

UED XSz, WEEHNA 7 AR NBHINAL T RIT
AR DODBDH Y, ArTOEEEICHELRIFTHE
H 2N FHE S 2 DIFAZ TR TV, Zh X Db, L
DERIZOVWTEARMIIALT, FHRLLTELATY
ISR RIZ L o TR OBEFE 2 AN 5 20
DPIREWNTES S, #5F2TCLFEz2IE, Loy Ng
TADD L, {LEREE T, TRAME, HEoRL L
DRI, FY TVH A IPRELTENTS 3.

1. J v s A R HEo < Ll
EHEMGRENED F— Z Do > T H 4 ZuhR %<
72912, Raup (1975) I3, FEEEAREZZI1Z5 T Sanders
(1968) »5$2ME L 775 HUE (rarefaction) % M) I28
ALTz. FWGELIE, S IVITR LN HEEED T
NYEVA (AEBEREE &) onfmicEos, =
DY ¥ T h b EAERMH S N —EY A XDY 7 - 3
YINVHITRHE NS EHIRF S W L EIE T 2
DT, EREHLY Y TVONERE- T N XV R[E
RSB DEIHED 2 &> HE 2N S Hurlbert (1971)
DEXBLIELIZAHVWL LS.

Raup (1975) 1%, fHWEEIC L > THEEZ —EIchiz 72
EEDQHFRBORED D 2o, hERMBEO Y =D
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BV TOLHEEOHEIMZOWT, FILVERIZE
LA RLE D CREAE 3% WAH IR 721 TIRE M 255
DTN EER LTz HEEIRTC 2 3 - AR
FRNTS 2700 HDTH o725 Raup (1975) 1% Lk
DX It B L RO EEER L O BRICHNR
L7:DTH 5. &5, Foote (1992) %, ZhzRE
M — FEEEIR IR L C, JEREFRIHRGE (morphological
rarefaction) ##EZEL 7z,

HIPHRESL 77— X Ty FEO X ITH v T v
YA e 2 CREE 2 HEMEL T 2511, 1990450
e, HAEMSHRMEBOWRTES Awbnd X 5itko
7z (Miller and Foote, 1996; Westrop and Adrian, 1998;
Olszewski and Patzkowsky, 2001; Finnegan and Droser,
2005; Clapham et al., 2009; Hendy, 2009; Kiessling et al.,
2010; Zhao et al., 2014). o L b, BFBULTOLHE
PEVFSRIEE 3 BRI, 2R EOREEM Tz 5 2
EFRFREL DT, T— X R—RIZEFIN TV IEH
FUERELP IS ER S L EDI R B O T N X A D
BERELELTHwL T WS,

2. WERITIES L FE(Y

L LU, JTGOLREMSE L 2 HERIFL % ik
T AT, HREROEsEL 0T, v Iy
4 XERZ THIET 205 T L HAFTIELW (Aloy,
2010b, ¢). ALY A XQhHY > 7Ty, —HIXFIE
TIREAR ORI I (3 & A L ORI S
TW3) DI, FIFEEMAIZIZVWREN & W) 5EDS
HVBcrLTHDE (K2). RrTOEEEIIEOEE
BELI Y TV A ZROMBFITHEINLZDOEND,
RO OEEEDECOBBALY v 7V A4 XZIROH
WWRLTH >y A Xe—ftL Tl ED &, ED%
BN E DS WBENOSIRE 2 BRIMHIEST 5 2 LITh
DRz,

Paleobiology Database 71 ¥ = 7 » % E & 9 2 John
Alroy %, v 7 NvH A4 XTiEL L, Btk s
FUSROTEEMEERIZ D LD BV SRHEERIRIEL 72
(Alroy, 2010b, ¢). Alroy i = @ 4 ¥ % & B R 5 & %
(shareholder quorum subsampling) & & {J1F 72235, AU
T5iE I EREE A B T Jost (2010) 12 & o T b A2
MITEZINTWS, ZZTWI Iy I VITEI) SRtk
OFEME LR, v IR RS s 0 EBEEORER
IZBITEEERTH D, #HEZE (coverage) EMITNT
W3, BEMIOVWTEIT 2 2B TEWIE, B
BREPEHBENS Z EIFTE WD, F v PR fEk
BOT Ny XV ADBZIEHSRINED (0F D, FHAMEER
DAEERIC X 53 —) LRET IR, BERE, Vv
TNV T GEE b o Tz & SITERBY v T o
MFEERICE S 2WRIFELL 20T, BRI
KRIFEDOMEE 20 AL 22 TS5 (2) (Chao

DEHEEE» RN EEEE T— 201649 A

120

100 —

SN

P [N} e}

(=) (=] (=]
.

A

[}
(=4
.

0 100 200 300 400 500
BTN A4R

2. HmIREER. v 7vhic s s EEfFSs s o8O K
BV TN A XOBEELTELE DO, RO N
=500 TIEIFATFI L TV 2 GEFERAUZIZTTAITIEWV) DITH LT,
FHRRCR L e AL N =500 CIIAEAI L C B 5 3, Eto5%
EMEDMEND T, N=500 CH ORI L T 2 0%
NPT EWV. L5, Rl o (B ofls Giéko
RN 23F U2 7 A E CHIR M ERER % ik 3 2 5 A5l 2
ThH5.

and Jost, 2012). %7z, RFRIAEBEMRIZEII % Good-
Turing#E (Good, 1953) %@ 3 4uE, HHH ZEM
WX THEBEREEREYRD L Z L TE S (Alroy,
2010b, ¢). Chao and Jost (2012) 1%, #AEFE %= —EHE
12Hil 2 728556 ORI RO 28l L iiE L, IR
HIAR D IMEIC & 2 RHEENIEMOHEEEZIREL TV 5.

Alroy (2010a) 1%, Paleobiology Database ®#&$% 7 —
X &R DERRTRIEIC L - THTL, fERIEHD
AT & 72 Sepkoski (1981) & oy B 70 BHAE R AR
ZE) AR % KIFIZHET L 72, Sepkoski AR TIX, %< @
HEHZED TS24V FEZFROMEC (Miller, 1997;
Droser and Finnigan, 2003; Harper, 2006) <, % #LZ#i
EGHEMEDRETH 5 “Paleozoic plateau” 231d - &
D LD LNTH, Alroy R TIZZNLIXF LA ER R
G oTLEolz. F72, Alroy (2010a) 1%, =&#
RORKEAOHEZL DSHEA R THRARDFME T H o 727
BEMEZR R L T2, 29 LicAlroy O T WiER 2% 1) ¢,
T ENE SORNE 2 = JEHOP: Si L (aysp- =S sSSP AN Y/ Q0
2% % (Hannisdal and Peters, 2011; Lloyd et al., 2012;
Mayhew et al., 2012; Badgley and Finarelli, 2013; Xing et
al., 2014; Bush and Bambach, 2015; Cermerfio et al., 2015;
Na and Kiessling, 2015).

L Lans, EMRIZEB T 2EEOEERB O 0TI
DWTIE, —RRE D IBL L ARFEDOHEIEFTLILTDH
L2 LE0ELS LS T WS (Fisher et al., 1943;
Preston, 1948). Z NS R BHAH G O REEH D43 1F 1T
YT FE20%5, BEFRERESHERIIPEED
TMEHEER LI XL VWETTH L. HHELERL LT
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ENFAL T T 258, SERHEERIY Y T VIlE
\J 2 R0 D SE M DY) TR & B W W RTREME T FE G
L7z Iav—ya UifgiEd 2 D (Marcon, 2015),
W HRITED  HIEOHmINZ LT OV TIERE T2
ITHET S TV B LIEEVEE.,

WEERBETOBBMOFIY—E

1. FEESRE & REARE

ROV OBEEYED Z2BERITEIHEL L DOBH D,
FOETEY Y I A4 ARITETTE 2T TIER
V. HHERRIZOVWTREr T OBEEEZFHES 2 &
WO ZEIE, BROEZR> HERBERHETNIZE

A B
S
" - -
= f £
g £
e
g e=.ss= .
R, q:
i =
!A__—H__—E_H == -
i _qi _:Hiz :::q.
ESSEEE .= s =E= &
EESiEE-n 'F"&Ez = =
eSS —
IHIIN - ———
SRR AR

K3, ¥ 7/ 7—-) vy FRARLHAZTSHFOS] S, 100 EHEITH
W ZEERIC T o TAR L 2002 E L, DMEEIC
BIBHED B —E DTERT T v X BIAUE D L 12356 ORAER
TAVERLSR T R T, BRoBbEOEHEYE. A, 100/gHEH
DEBRITKEHIRDE Z - T 20 0 EHED—FITHIE L 72354, %
DIEREORALFEHEEL D T 2EH LYYy (K@) LT, ’R
P DFEHY Y IDPEE D DL EREWD DIZEIZIERS &, FE
BEHFESEMBRIEL O 120, BHIEEMRLITETT LIz IR
25y 777 ==Yy TRAYREIFNS. B, 100EHEEH DX
BAET, 20002 THBE L TV AEE, KOEBOWE
WEHE X ) % 200 oER Y Y (JKEB) LT, Ax
JOEHRV Y IBEVD D LEW D OIZHICIENS &, FIEH
FUERDMBIRIE 50 K DITHF LT, BIAEFLHKIZ 100 % 5E412Hi> T
WE7e®, EHBIEITMAL > TEHRMEIMEIML Tnd XS I1Tihz
5ﬁ¢%ﬁ@m3ﬁ%¢¢5

=%

SEMEHEHZ 2 LI s Tw. 2O LT2GA,
WEERBITOSEWIZE, ZORRICERICERLTY
TAEROEEBMLTEH L5155, FRETREOIR
Lo%1%, WHIERBEMY A XORE—HELT:5T D
DTHY, v T A XEhRLERAFTNITRZ 0.

AR AEEY)FE TR, BIE L W ) REE O R HINTTH
BRI S, 2O LTI BI2%
FERE 2 BF S 26 (standing diversity) &W9. Z 4
MNLUT, HEMETIE, EfoX )i, FFEOE S %Fo
CHUEEROMIZAER L CW Oz LT 5
TEITES. ZOXDITLTRED b2 LHEIXRE
% 1% E (piled-up diversity) & FEIZTWwW % (Alroy,
2010b). EMLHEITRALHEE LD b —RITKER
o oh, HRETIHHBEVIZ EMEOTHEIE L
BB ZEDBREIPLHGNTWS (Raup, 1972). o %
D, WHEAERKTEHICEBSBREZIMEL XD L92L,
REED o HE I TOMHoOR S 1o EEBEs D
DTHD., LrLEHL, HEEEDREEER (turnover rate)
ﬁﬁm&gmgﬁﬁﬁm#WQéh%im@m#%é»
L s, BESEE L HEFROMBE GO
% BFLWOT, ZhzEiicMEs 22 & HE#ETH

LIRS LT3 (Raup, 1972, 1985; Escarguel and
Bucher, 2004; Alroy, 2008, 2010b, c).

—7, WEFROHMRICEES W EELHRETIX
L, WRERE AR b R 2 HiE AL
NTE7, ZoRFEWHLHIL LT, MWEERBEITGER T
{LHEH Y v Y E@Y 205 (boundary crosser) @
BEMZ2ZLI08oTC, ZOBRITBT 2 REEEE
FEMEIL &5 E WD D THS (Sepkoski, 1979; Sepkoski
et al., 1981; Bambach, 1999; Foote, 1999). L 2L & 28
o, (WAEH LV Y Y ZH 2 2 HHEICE, ITITIR~S X

WA L RIEE SRR S T B (Alroy, 2010b, c).

2. Y77 ==Yy PRAGRLBAFSFO] &

b OFEROAER Y VUL, FOWEHELE L RiKE
HEMEIZ X > TIRO SN2 bIT 7228, HEHFLSRIT IR
D& ORI EBRITHI L 7R & D bR OFEER
TH Y, [FERRICEMEHEEER S £ O osHEW L 721
I DEORIRTH 25HEVL V. Thbb, S
BOMHEEHR LV VI, —RICZOEYOEROAFH
MIZEM LI DD EEZLZRETHY), LOBEEMS
NTVE2IMBERIZE D EZHBRE W,

REMBELTEL  ODFERI—F TR L 12356 T
b, (LAEHVYYZHZTLED &, mKEHBEED
R ZLIX S D ST X o T bR 2 1TH#ETT L 72 22
DXoICRzZTLEI T EHHH (Signor and Lipps,
1982), ¥ 7'/ 7——V v 72%hE (Signor-Lipps effect)
ELTHILNTWS (KBA). [AMOFIRIT L o TR
TIPS E LT EBEsATLEIZ LD HD
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(Jaanusson, 1976), ZTH5EY—X YV IR LN B
Z LB B (Heads, 2012). Bk L7z & 51z, KofEef
OEEHR LV v D E—EOMER Tl 2t D s v
50T, fIZITEE AT E T 2 HARR TS
LT, FOWmTIRY Y YVMOERMRIZL 5T
EHVYYORMFOEMIW-oTLED. 25 LIAR
—kizz v IFhER (edge effect) & MEIXI (Foote,
2001), EROSFRIZEWEEICL S, ¥ 7/ T7—- Vv
TANRS ¥ =XV YIRS, T v IBRORREEGE
LEZLND.

—F, AuRLn{eaisticli~s &, BHEEYOFE
FSRIIARBICHREL TEB D, [LHEEIT LA EL VX
ILEMDBHEL L DDDOMBEHONTVWED, £ L7H
AR Y EHEER LAFIkoTLED L, 35
WENZME»FAET L. BUIWZLETEL 2% L,
BASEEIEEDI D L D WA TH - T o, B4
HMonTEzVwUE, 20 “EHv vy 3HIEE TR
fEnz 2%, b ULBRAERSENT TS, TWVRAFNITHE
WLI:ZEllZtoTLEY. 2oF D, “EBiiv YY" T%
BREE % 51 L 72356, AR LN CTHRA RO
SREEDBATB S D Z Ltk ), FOMEELLTH
FEILE» o TEEEDRE P ITOMA»EC L Z LITh
% (X 3B) (Raup, 1972; Smith, 2001; Markov, 2002). Z
5 L7cahRiE, BAEFRSFDOB]E (pull of the Recent) &
MEnTwa (Raup, 1979). d LIRS T “EHEL
$ L RS AL, Wity YRERBHEILAD o
TRPTOLHEFM LT IT5 L2 I/EH$T2. 2%,
BAERISFOF| & L=y VHRIEIRE—FROBRIIH 2 &
Wz 5.

V77— )y TARLBATREROG b, FEH
LYY TR, B TEBICLAEER L 20
BosEHZ R0 THLEL v (Alroy, 2010b). L2
L, EEHRESFIEROYMO®EHOh LI M2 22
EDRTELRVWOT (0F ) BEEEHE L LT L2FHET
ERVOT), Y77 ==V y TRERLG & EHBEEN
OHIFEO#IRZ & bIZEET 2 O EE LERETIE R,
Alroy (2008) 1%, HIERUZ % 2 <~ EHMBITEWE]
flcaE 3 2 2 & T2 ORWREFENT 2 NEFREN LA
EER - 722085, ALARLER & NI R Ic S/l
RNRBZZEFEELWV., bosd, DEHOMBEHEER
BIBERICEFLELTHEZ L0, HiHoRS 0%
Bz s eggciituvwi wiERS H 2 (Foote,
1994; Alroy, 2008; 2010c). ¥ 7z, Jablonski et al. (2003)
X, AT EICBILC, BIAE D 95 % SRR £ 721
FHIACARLSR B T2 2 L6, SHEEOFNIICE
FBBEZHOB S OEBIZIF LA LRV E BTV S,
Y77 ==y AR BAETLFEO5 &b, AR
FFDEAEMEIMEN TV — T BN TR TR R T T
ETODLEFETNETHS .

NEREFEELOERNEEN $ — 201649 A

HEERESKREZEDDINAT R LEEDMIE

SEEEMRELZRETY, HEEHEOSERERE,
F 7Y ITHROEEELZITIZS W OHBL V. Th
X, MBS 2 WVITERMOTFIN L IERICE S D
DLW THD (I:12L, BEREMFOLET -2 0
WGP (Wills et al, 1994) &, v 7Y v 7uhiR
ODHEEZTOIRELH D). LrL—5T, HEEHD
LRERE L, BEROBEORLFCHERETEDERIC
HIFT DT, 284 7 A (analytical bias) D&%
%1F % (Van Bocxlaer and Schultheif3, 2010). ZH7/3 A
7AW, TRz ko, EgEEes veAvs
Lal IR cH s (AJF, 2011). 2hET, EREOD
BEMEMRNT I3 IRERTEREZEM (theoretical morphospace;
McGhee, 1999, 2007) 235 < WS N T & 7225 (Ward,
1980; Saunders and Swan, 1984; Nikolaeva and Barskov,
1994; Ubukata, 2000; Korn and Klug, 2003; Saunders et
al, 2004), Z 5 LTRNTRERIIOANTNA 7 2 D e %
JE LTl S Al 5 v,

HEEZHMDERCLZPHNAT R
1. WEZROERITHEKT 2EAL

DITNA T ADD 12 FTHEZEMFPOSHFOMmMY & L
TURTA LIRS N TS0, HRoMEpEEE v
LLTRELLH S5 RaupE 7V (Raup and Michelson,
1965; Raup, 1966) 128\ T, JEIR% 39 HIF L L
BEOITHIL TRV T & & o TR R O (B
AE) 3% 2 2 & TH B (Schindel, 1990; Stone,
1996; McGhee, 1999). T o L 7:Z M @ HRAHB 13,
Raup € 7 WVIZR 5 3% < oGREREE T VICHE T 5[
BTHD, 2OBANSBETNVIZE > TRL . HHE
R T VITIE, EMOEZFDDH DT L KEDFHE
FPRLEDOBDHDLH, 5 LT VT, BEEK
AL TH - TH, HHS NSRBI OME D
H&afnsdZLdd2 (Ubukata, 2002, 2003b; Ubukata et
al., 2008). EEMEMAT ICHEREEE T VERVEHEAIC
X, 29 L7-EEUHBE 2SBEEE 12k 2 & 7V O %t
JERETHS ).

O LTDIINA 7 AL LTAL 2EBEOIE L
B, HEREREE T VREOBRRTIEL K, TRREHE
FFELTRAWTGEITOREL D 2. Wb o 78
DERET — & % FHARE & R L CEB O BB 12
DR 57—V TEMEEEETIE, TSR0 i
KOHEHEL D DI1F ERmR D FRBE A B3IV ind K& <
7z » (Crampton, 1995; Ubukata, 2004; Ubukata et al.,
2014), TER RS BREMEIHBEI AT 5. o7 —
Y LT E T, REBEFOZEHCT, SRR
12X o CTEEMITST2Z LTI OMEER RS 3O H—
BEITH 5.
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4. FARLEZEHOH]. Raup e F VTR OBIIROEE EHHR L 12 IXTTHmPRZER. Ml ERICAR T, IR r—v. 2h
2 EBHRO2HE b RIGETFTVERRY 5. BEILAROMESH10,000 22 5 &, EA 106512 % o 72FRE CIRBIEIR O K 7e Hid

SIFEEDLL L.

—4, RaupE T NVOEHD—>TH LMERILKED &
20, EHEBCEBEREE > TEBMEES L IEA,
BRI E 2 TR D 2 B BB OHTE W OIS
T XD UREERLE LD (M4), BREREMFIZTa v
b L 7o EBROEFHAIMED A A3 LIE LIEERIcBEATL £
5. [AEDOIGIE, Raupe T VIZIRS S, Migkige 7
NOEITBWTESIZEZ D 5 3 (ffl 213 Ubukata,
2005). O LI:HEITE, Z0EBENBERYT 57
L, DHOELETEDIRINEL TE5E0 UEBHOE
WERTOIBEN LU TH S .

37, RESALOHD XS LEREH LAV 254,
N OEHRE Y UEDOL W) HHIZE D 350D
T, EHEODTHFE RS> T L EW, %< OENE
DRI TR BRI o i  1ITEFR T B —HT, £h
LLELIEENT L ZAHII—EBOHIUEIDTET 2
ZEiTh s, iz, IEREICHNICHE D o R
EROZ, KBOFEUDEILL v (2 F D) HRFE
BIELTEWV) 2= = & W) HERMEITHED 2 &
MonTHD (ZH, 1999), HEEIMETOE W%
RLRTWVWDIEZDDTH L. HHOETFLENGE,
FHEE OFl I/ SRS B LTLE DT, £
BT IC AL E R D 03T 7213 ) R WIS
D.

2. BT D B

L EBIENTIC & o TEEEMN T b 2 EH B2
(empirical morphospace; Chapman et al., 1996; 4= JE,
2004) b, HWNSA T RAITLDHHEOMD & EFTIE K
W 29, EMEOMIIERE LERIFEET 256,
INEERDSTFEICKRET DL, BITOMOsEsT 2

7 —FEhRR, FNHE OITHHEITL o TR B HER
12FeF 3 2 B i S (horseshoe effect) 23EAL 3 (VIVHE,
1995; Hammer and Harper, 2006). BEZIE H 2 ik
7 —FRhEI, HET — X OEEIFICEWTRELHS
NDLEALTH LD, AW OEEW T T L T-F5eiE R
12H 25 LI R % RCHN 2 FEHHH 2 (il 21 Simon
et al., 2010, 2011). 7z, ELL B 2R ELZFELC
SEHTEREZERNT B T 2 &, 81, H2EHDOTFESHE
BHE D KEL %53 (Ubukata et al., 2010), F%oF
T _E T O IR 0 BERE 57T O m R TTZE I 35 1 5 BEAERS
FRERML ZWGERD L. LD X ) TEBEEA T ITFE
IDMNA T AL, mHBEHS TV ERIIMTICE
WTRHIEBZITH 5. FEEST IO E LT2ERIT
R (multi-dimensional scaling) @ X 512, Z95 L7z
DWNA T ADRERM S N B LERET LERS TV D
2, HAEY O EBBEVET ORGSO E Z AR
TWw 3 (Lupia, 1999; Boyce and Knoll, 2002; Wesley-
Hunt, 2005).

—7, RS T — 2D M REH E A
AV HEITE, BROER LoBEA» S, FFR
FHEIRE O LICRE S 75 2 L1245 (Kendall, 1977;
Mardia, 1999). 2—27 Y v REMZHE L - L 2T
AL CERTEBEMNIT 272 0121%, £ 5 LT8R
HH»G, FHRIROMET 28 TZ OBKEICHET 55
I ETER 2T 20D 2 (K5) (Bookstein,
1996; Dryden and Mardia, 1998; Zelditch et al., 2004).
ZORRIZ, FBIRIE O IR WHEFH IV 2 5k 4 IR & 1%
5L, BEMOENIKRESEALTLE D (Rohlf, 1998,
1999). 2 F 0, EMFEHERUEZ CTHW L N HFHE
W BETIE, FLULS B 2RAEL 2 EBEMN T 2 LB
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RZEMPB2 L DEATLED Z Ik 3. #A¥EHEE
WEHOPER D F L, FEPNE RGN O ki ix
HWLTWBD, TENEWIZAS S B 24 TR0
b O FWHE L I ERZEMBITIC IR 2 w0 rd Lk
W, BEHICRE T 2RO FEORE L LTE, H1
WETEE % TRk _E CRRE B LT3 5 ik osE
Zbind (=, 2009). FEMWEETIE, 74+ 31—
YA E DD THY OMES A O EFE % i3 2
HIARETFR G #E<e (Masuda et al., 1999), #isa D
HRELZIHMEST 2 ) VT X MY v 7 T HER EDBHW
LTk D (Michibayashi and Mainprice, 2004), Z 5
LICEHFEOME LTRERERD 2 X B HELH D
B2Z2DOTIHLNIES D b

BEE DA D BICKBPHNAT R
MEBERMSEEMERE X, BEEMOEHOERITHKET
20T, U2 U 7 A IR R
EZEREI FTOLLV. BREHEIHE»D 254
121, =279 v REEHEX D IZEE O -0 BlEE 2%
JEL7:<n7 7 ¢ ANFEEE (Mahalanobis, 1936) &/ 43
WUTRIEIZS D L, BZNEEAESICL > TKRE
CEL 2 RFEL % T 284613, BBk L oflEE
Btch s 7u s 7 A7 AFEREE (Goodall, 1991) ZHW2
NETH2.

—7, MR ORIZIE, ® FAVEHOMEE D

B5. TEARZEM & BRZE. BRx =M R IRT 258, Zab
FDIREMIBKECTH 2 2%, B Lofi« Ok (ke o)
TR (BIUfA) TEES 2 FEICBGE I U, SFRINTRGE
RO PO e TPIRERO R R L B 5. BN
D% W —ROBGEITF, THEERITITHRR L IR 03T
bid.

DEREEE,» LB REE M, T— 20164£9 A
WWEZTZRE T THAS N REEENIKRELEDLL LD
TAREIER & OHH 5 (Okamoto, 1988; Ubukata,
2003a; Tyszka, 2006). £ 5 L7:3%4, €7 VEERM
D L ERB LT DBFEWNZTEE A U 5. BEME
BT IC B W CiE, TEREERICE D 2B EF BN X
ZEOEVNTIE L, BRBROEEN LT NRLE L 5
BEODDZFHE L 72 WGENZEA LR LELNDD
T, NEmLIEEE TS CHREREZEM o Ha®K, £
BEYMOBITICEIRMETHEEELI2EHL .

PRI E DS C BEM L NS &, DEFENSRRE
TRBUC BT 2 EHH O FEBE D ER I IFERMEIIR S V.
Clarke and Warwick (1998) 1%, {EEHmIZ, [F/EBIFEF
+izixl, ARBIERAEIIE2, FEEEHRFEEIES,
A H B R34, FEME]ERLI2E5, 5 E
THTUE6 & WD S D T HFEERE L D iR > 7248,
BICIE R ORI X 2 RMEBESHEIS L W
(Clarke and Warwick, 1998, 1999, 2001). # L <, &
FOFERE & JRST I RIRIVEERE L £ T 2 T 5, TRERRED
EMA Ty 7B X MR TIE T L, EENERESE
LWITEWZRW, L LAAs, ML AT RS E
T AL, RRAVEERE & TERERITERE T D BEASEE L <,
BAR—ELELINLTHE., 2bZ b, ZIFHEOAIC
ESWTHEI L SN HEIZ BV TR, 2H¥NS
BRME & EEHOBNARIES TR WEELH L (A,
2014). ZERRIZ, B EOERXSEHEOMMSEEME O
BRigELIns5ZEbH Y (Erwin, et al, 1987; Gould,
1989), Z AR L C IS EHEREEOR
BThsdrLlwIRAEbDHZ (Foote, 1997; Erwin, 2007).
ENTHUBEREMLOXMEeH/NRIZLE D LES &
5, HEEDBAEROES It E CRMIEEBEZ T3 25
PHEHYTHL ERbNS.

MEERREICE S W CRAN 2 FHE$ 2058 T,
G TNV AXPREFET 2LEILNT2DH, 13
LA DEEDERBOT Ny XY ZFEE SRV
(Briggs et al., 1992a; Foote, 1993; Lupia, 1999; Villier and
Korn, 2004; Melero, 2010; Korn et al., 2013). L 22L&t
Do, TNRYRVAEEERT, KERXAEH»LHE
TREFEEHB LI LD G I vEAVWD L, BE
MEEBRAKFMST 22 12571255 (Foote and Gould,
1992). W Lo Rk b B LS 2 05 b MO TR
REXD L, EROICHDUDEHTENT L2 LT
TLEIDOLTHS. F72, HIEEERFEF-oT2 DDV
T2 WL Do T2 D INT — X ITHES W THIERE & 5T
L7856, [ TSHE Ol G TR EM s EE MO R D
D%Blomk) B 5725 5. BEMEOMNT CIL&0JHE
T UEERD 7 — 2 TREFESCLHEDIZEAERE DL, &
PO T Ny XV ATELDITT 2 XD G HELIRE
ENDHERETHAHD.
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S H, SREEEI X — Il 2RI TIE, &
T LV TRWEEUARHED NA 7 ZAIZOWTERS
BB, O LT RIS, [HEYSHE M) E D
D BHE %It ] (Benton and Emerson, 2007) 7z & & ¥
ICFFs N2 2 LD DD, M OLERIMEZE LIRS,
BRZ N A 7 R AR UCHEmE®E D OLAEEER TR
HIT L2 LTHEATZDDFEFETH S (Sepkoski, 1978,
1984; Sepkoski et al., 1981; Benton, 1995). 7z, %#k
EOWERDH LWL EICE®ROD 2HERE b6 &
WIRS o, Bz, 2> 7V 7L L BIE L CHIZEY
OEFEERBEE Y T 256, FHREL D ERER
BELY)TY Y INVIA XDV IEHEL LRI Z TLZ
D&, BEMNIIEI=ZEREEROMKIIZ-TLED
(Briggs et al., 1992b). Z D & 5 LHEITI1E, WFoEE
HEOBERZHWET NS5 5. SREEOHIEXFE
B ES, ZREESECT IUISIRELE O
HEMZEOSUNEIZ L > T L E 5 (Aloy, 2012). F 7z,
TP I X 2 IR RAIAE A ORFE DR D 13,
BAERY Y 7)) v TORHRICEHD 2EBRUENA T ATH
55, WIEDEL <, NFEOMTCRikiTEsdDT
FRW., FROFETH 2 HEYFENT — X OMIER %
N, T2 BRTRES K D LEXIVEHEW LRI
ROFERTH D LIFBRZETHHLZEV. LrLl—
BT, HEMENT—ZDNA 7 AT 2 HENREIC
BELEREETIEELORLE LS, R8N
IATE Y 2D00BITRZTWS. NA 7 A EBEmIC
WIE L CHREEREE 0BT EeH A2 2 L1E, LD -
S - B CIUARLER IR ENIZAR LTV D%
FEWDITL, SR EENRIC—D DiRE RS 2
LB, AUAFERDNA 7 A%, BHITEEER
TROOFFETRLL, HFELWRT 2RENRTH D
LEHRIFZEZTWD., FETNA 7 AOHTH &5l &
ZOMESFITES T Y TIHEBIIZZITH 5.

Vermeij and Leighton (2003) 1%, &£Ekv~xyrvcon
FRMEB BRI 5 XD, HIB Lk vy v To
LIRS O 7 DSEREER « AEYPHBRERICERERTDH
5 LI RT3 B3, XSGRECPH AN IF D 25KER DR DS
LRTVOREPTH LS. SHUEEEIOMRIL, 23K
VARV TE L, Iy R~ v v b0, H
DWVERFEDODEHERRE LI DDLU E, A LRy —
VIZIE -T2 (Jackson and Johnson, 2001; Powell and
Kowalewski, 2002; Toshimitsu et al., 2003; Bush and
Bambach, 2004; Ruban, 2004; Kowalewski et al, 2006;
Monnet, 2009; #8A, 2016). FEREMEEMEIZE L T,
RT 4 =77 v DRL AYR L% [ UL REZE I JERE
N2 DL WOT, SEFEICZOLERZET -
BT 2 00— TH 2 (£, 2012). LorL—KT,

%

KRR 513 &, FAUHDL MEE O DL
L5DT, HEOMREILL DT 7T 7RGV ERER
TA VNI FERIZLLTV., 2EMTRO LR 7 —
NV EIFEY, AT (lumper) &2EIJR (splitter) 2347
LIHLED L BHRSEFTETv. FEOHIE - &
BREOLRIEICER T 2561018, 2HENEERD X
DEELERERFOIESD.

FoETH, ENOATHFHIAT 2T -2 X—2D
BRIZZI PR T OE bR T ST, HARGEYY
2Rl E L b HRE T & A TR T -2 R—2 %13
& (Ikeya et al. eds., 2001, 2002, 2003; 2004), Zh T
1B % 7 HEFE S R S T = 72 (Hanzawa et al., 1961;
Hayami, 1975; Hanai et @l., 1977; Hayami and Kase, 1977;
Takayanagi and Hasegawa, 1987; Toshimitsu and Hirano,
2000). F7z, MEBEBREETHELIEERT -2 =2 b1
FLsh, vz 7 TRBISHTWDE (BEEBIMREHIZET,
The database of Japanese fossil type specimens described
during the 20th Century (Web}f), https://gbank.gsj.jp/
FossilType/ 5 [LUAix 2> (2007), 1€ HARBEHEYW A
KT — LK ~X—Z, http://jafovjpaleodb.org/index.php 7 &).
IO LT =& R—REfER Lo, BEHEREHE T
FEHITED RERI T — 2 R— 2O, S5I1Ti
Paleobiology Database 7’0 ¥ = 7 + & O#ffE 7 &, K
(2009) »% “EHEAEME" LA Z O BFAOHRK
MZEIZSROETDH 5.

EAf22

REMERE L ERE—E IR merdE s 5 LT
A TERZHW:, ZZITRRLTHEEZRT.
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