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Theoretical restoration of scaphitid deth-assemblages, a Late Cretaceous
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Abstract. In order to clarify the adaptive strategies of Japanese scaphitids, Cretaceous heteromorph ammonites,

we restored the population dynamics of the hypothetical scaphitid species by computer simulations, and

concluded as follows:

(1) Various patterns of size distributions observed in the immature scaphitid shells are interpreted unified as the

mixture of the random-death daily accumulated and death from mass starvation eventually occurred.
(2) The biased sex ratio actually observed in the mature scaphitids is caused probably by the difference of
duration in which the dimorphs are exposed under the high risk of starving.

(3) These ammonites may have been opportunistic species that migrated to fertile sea grounds and rapidly
increased their populations there. The thanatocoenosis actually observed is well restored by hypothetical
scaphitids breeding under the conditions of more or less limited food supply and poor random-death factor.
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TEABEBI B8 1 B ORI LA FEO— B Th D,
BAE DB ANCTFEIMT o T W B, (WERED b ERRE
BREEITET 2 2 LT E UL, 22> TB. Kurtén 12 & o
TIRIBS NI L D1, ThETHEEY TEEINIZK
EOWRARE L BT 2 2 LT, MBEDOHA
REDOMIICK S FE5 T2 L HFs s (Kurtén, 1954;
Raup and Stanley, 1978). UL %235, {EETFEIRERR D
FEEAWAED A L ZFEAIEIEE IR ATV S
DOHBBIRTH 5. Z A I W CIIERRE 2 3855
LZEHLWD 2T, BB LT HILAEERPMTL 2
DELET—FIFR LT [v I 2EF1] o, B
RETCRLICERs N (X2 ) —%£F] Zo»0
I E bSO THEER SIZRELNE D, Zo0HAT
F—Z OB IBWPBELLDT, ZIhoRIEREE
DLIENTERVOTHS., ZOMELZREEEYT 2720
12, EE OIS OEEN T 7o —F R EER LT
Thbt, AYIEL SREBRN L FIELELTHL I
Tol:BEREHREHIL, avbPa—XyIav—vav

RO CESIEARBE L EIH S, ZORITET 550
FRDEENRR—v =R ) v I T5DTHSB. £LT
HERIICHB S NIRAI M e EFEO Zh LB 2 L
T, NRLIT2EMDBED L) WBEERAERGLEL, &
D& TEEBEEELZRL QWO EHEET 5.

MEELTCRAEREDZA L 7 74 FARZRALTE. K
Bx “BEEsTvEFAN offfThD, HETIK
HEftF a—o=7v#Prba=ryv7vHrmr i
EALAERIR D 5. RFICALBEBREREOME % 721X
YV NEREBICEINDRIKE ) ¥ 2 — VD b I RF
DREWEREZELZENTES (K1), ZTRLIZETIZ
ML, BERELE L ToBRERELEE 2 HET
TLOITHEL M E W2 5.

Bl REROES IR TN R THD. ZD
TYEFA FOBRIIKKFEH LB CEREES T vES
A PDEIITBENTWVLD, FIFEITED EEPLITE
SR, MROFEFEEZER L CREZIED 5. £2%
D& D etk Tz, BBRBMORBEEREIS A WICESL S
20T, FEIHBRbNTAMETD RKFHED» E D » % iE
EIZHWIT B LR TE S (K1A-E).
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BICERY A ROEFERMEL N A TH L. A
B7 74 TART veFA NOERZO T DBRT,
Va—VEPLEE LTV LETOMENFEELCET 2.
D XD WA, FRITHERORERIL S b O THHEM T,
HOBENZLEALE IRV BHE B LIZLIZD 3.
F72, INSLUY A XOYERIZESL EFTREVSRVW &
3%\ (K 1F-1).

BEik=xszuav sz I zunay 7 B3RHBEI TS
D, TEFETELWEN R Z R I AR S T
W3 T®H 2 (Tanabe, 1977a, b). B O 4ERKIZ (1)
ANV DIEFEITHRG, (2) BEFEICHARTRETH L, (3)
BROOREENHATH 5 & W B EHE> (KA, C).

PR TET -

M4

KU CTHE ORRERIE, (1) ~Y 2RV, (2) NITH
%, (3) BWMOITT=y FEBR T T A EWD R IEE
o (X1B, D). Ef7T-SmmZz#z s —H
BAGITEBTE 2 X012k 3. 20X ) L, %
MR OMEIZE 3 2 E RO 2 e L 3 5.

RO GFE

AHT 7ATART vEF A MTFIA L ZBOFIEN
HHNTWwW2 (Cooper, 1994). HAMECF a—u=7
VIO =77 YHII T TR 2 72 “Scaphites” &
“Otoscaphites” Ooy3H, HEGFEIM, WEKRR, AEHEN

10mm

scale for A-E

1. #a—w=7v#A, B, E, (G), H, [¢a=7v7vfC, D, F. A, MM27550a, <2~ uavZ7. B, MM27550f, I 7ua> /.
C, MM2756la, <7 ua> 2. D, MM27555e, 2 27u=av 2. E, MM27544-01, 37 uay 7 QIEHWE. F, MM27554a, £ET 2%
MUNLEERR. G, MM27552 (C1), /Y a—WVNIZAD 7 74 TAMBDO 7 v EF 4 b EFITELEL TV BHETF. H, MM27552 (C2), %)
FROEEM. I, MM27553 (J), /Y a— whH oW ) HUISHFEREARITRITI D, ZEAERDI I 7 A TATHEOLNS.
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B U A — I & o CERBM LR S hTw
% (Tanabe, 1975; 1977a, b7z &). Tanabe (1977a, b)
TRIF/RZZENTWTWVWY, ZThbZon “B” 120
WTHRZHEERZ L TWE I LEBRTH L. 22T
AR TIE, BEFFEREEMFNEOM ST HE 2
TINFTEbNTELEREELZ LY, “Fa—n=
7 v F&” (Tanabe O “Scaphites planus” & “Otoscaphites
puerculus” BT L D) RO “a=7v 7 (A
U< “S. pseudoequalis® & “O. klamathensis” %P7z
HD) LMFRL, IO fEFELEDT “AB 7747
A7 EMRZEICT 5. FTHEANO ZENIAREITIG T T
~zomavziIzuavzELTCKEBT S, 2
5 DERERE X, JT4E Tl “Yezoites” LW HJEEL THIE R
522 EHH B (il z1EDavis et al., 1996).

g

ERAPRNE, MRS NT) | LRI T 5
FEREECRERREN s D ERE LT (K2). BREHIE O
B35S (1958) B & OCHIESIE 2 (1977) 12k - T
FESNTWE, FEMIE T, EETICEETZA
JRED /Y 2 — ViDL LREFEDORWMEEDUIXUIEH %
BLUCEHRTZ., 22T, =20/ Ya—Vhizgin
BZUFEDTRTEIF Y I vE LT o7z, FHIET
W, Fa—u=7 @6V )N, a=7 7 EIT
TNDEFIF v v (27684EMK) EER LA E LTz (B
D). &d, ZTNEITHNZ TR A O BRAEBER % /R 5y
ICHIERICHW:, 2 TCER BRI L > TELR
THEARTH 5.
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AH T 7ATFAREL )Y a— VT, LEIZTE
IRIES 22D 5. (LADEERIZIET vEF A b
CERZT TSP WARSCHR L ENEEETNTS
D “RREE WLERERT ZEHLEY (K1G). 2
IR LT A RDT VT A MBEETNDLD, PEKIT
PRLEIZEAEDAD T 74 TATHOLN TS, F
72, HEZDREHIEFEET TRABEESATVT, L
WU IEHUN s E RIcER T2, 2o X2, {LAED
BERBIEIL LI, AV T7 74 T AOBIIIRFLEITL - T
PIBHICERB SN DOTIR T L, 20X D WREILE
2L, Z2oHTaLI: DD LHERS NG,

B, RE T RIERD T N TEERES OIHIC
UMUT. MM- % i U TR KSR 5E Y 8 1 DUBL L
7z.

Bk

Fd, TRETIHMES RTINS Z XY —DfE
BEWEET 2 BT, XL LTTPL, TP5, 88X U TPSD
3y (TTEE) ERWTCERI R Tz (Y v 7
N ORREL, B2 2 2IR). AR TR 2/
BIL Clx, BRIz Tanabe (1977a, b) 12 & o T4
MERN T F— ZIRENT WS, £ 2 CTHEYRIEIE
LClE, FRICEELEONEHEAR T RHET 22L&
O7z, FHINFEARZ ERIEICIEWIC D y P LTz DD %,
TRE M (Nikon V12) F 7213 XA EHWTIT- 12
(K3). FHUEBAL & BT 2 & b D OEWIR D JfTHE
2% (Tanabe, 1977a @ Fig. 4) 1Z¥EHLL T3, FHAITEHE
EHFEIMTICRELIE LD TH 5.

E141°55
E142°00

N44°05

TP6 @
22
% %
A ® <
% ©%
% % " TP7
) e =
< 2 TP8
,2 %
%‘A
TP4 *
@ TF%
TP3 N

N44° 00’

X 2. Jv ZPUEREMS L 72 OEBFEEIE. LEEF NS B, Eigasl, SERaslll, TRV o4 E 8 4 il THE
HEriTol, EUOERKIZIEREIZ ) (1958) O#HIEXS (Mi-Mo, Ua-Ud) %L T3
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F1. AR TR ST A D 7 7 4 7 AR OEER,

PRTET - A &

=7y 7 VEBIOTFa—n =7 VEIZBLTERENSEH Juvenile), x7mav 2y, IrzvayZilqo CEEHREELL.
() WITIZEAER %2 NECCR LTz, Other Ammonites 13/ ¥ 2 — VIZHFEST 210 7 v £ F 4 » OfEEE. UMUT. MM I3 BEUASA

AUTEEYEE IR S NIRRT,

Scaphitids Other UMUT.
Sample No. Juvenile Macroconch (Adult) Microconch (Adult) Ammonites MM-
Coniacian Species
TP9 135 49  (24) 60  (52) — 27560
TP8 — 11 (6) 12 (11) — 27558
TP7 600 17 2) 22 (10) 26 27554
others — 2 2) 3 (3) — 27555-63
Turonian Species
TP6 314 66 (®) 56 (35 16 27544
TP5 — 17 4) 13 9) — 27546
TP4 677 32 (1) 27 (12) 115 27553
TP3 376 17 (0) 17 (6) 52 27552
TP2 143 40 (5) 43 (32) 8 27549
TP1 — 13 @ 11 (10) — 27551
others — 34 (34) 18  (18) — 27540-50
L e (Z2E) A Protoconch size B P .
</mavsiIzuay s oEEEITESRE TS o conimetion \
TR R E D T 20— o TH B S\ F\
(Nield and Tucker, 1985). #EHIE1 : 1ITEWEUEIZ & A0 » \{ / Las
LS NP ETH . EFEROBYT£1T o &, ’

122FE9H Y FIVIZOWTHEE LT,
2. 7ubravrsHg4R

MIHOILE L Z N o ODRELFEARINOBE R S0 E
ERRETH L. KETIE e ha v rH 4 X (ER)
ZEHIIL 72 (K3A).

3. WEBRAPEERIRARER

T A D EIIC 3B 1 2R BRI ERIERE 2n
~8TAF—V) TRESHTRL. TN IEER
FEOEANE, HEICPERON (—E2r T2
THLo 7oA S N [EFEAROE S ZEE LIz b D
TH 5 (FHEHEIL Tanabe, 1977a, b IZHEHL).

4. BRAFERY A X

AT 7ATADVERT B &, SROEELBEELL,
LEER T FREE R R A3 AT BT L TR S TR E MR %
%, ZOROTEFEHDOERY b > TREHRDY A X e
FEw7: (K3B). ZOIEALIE, FEEHHSKEL TWT
HRRADRE TR T 2R E 2 D, rOoRSEOFEE
CTEHAIFIRETH 5.

I 200186 %8k 2 2 EN6 9>~ 7 v TP2, TP3, TP4,
TP6, TP7H X TP IZDOWT ZFNENY A X7 % 1E
WLz, AFETHE->TWBE AL 7 74 7 2 D{LFAEH
&, BB L7z DI, 2O TAETEL, FET LT EEEE
IZ& o THERS A REELE Y. 20 X5 TG4, 5
REE DT A DML, 7N EEo A OEkREE)RE
FHZEELERE L LS. INEIAY<—, NX
TA, BANVRYFLEEZHWT ) Va2 — Vb3 RT
OfEEZHE ICER Y H L, FAFE L5 L7, 10mm

/

N
Last
septum

Shell size

\\\~///1®u

shell size

3. FHUEMIZR . A, S48 B, B4 7o hav oy
A &7 R ", R 4 X3 HMIREE  CORBTRS OERE
ErhznEtl L.

DITREO/NS TAEEIZE L TR BHIZR D 1 THRF
LTwa (1D, EEEE L Tids S oz &
HoLEHY Y LT [BHMOELZE b > TEEDO Y
4 X%RESE (K3), /X2 %HWT0.05 mmHEALT
FHAIL 72, F7:, RRICREEEROMERITER L, R L
T2H A XDTICLIEWEDLBO LN E D D, Y IVN—
<~ VHEE VRN,

R
1. M (28D

2FE9Y v vz onw T BRI EF LT (B
1). ZIHMEORR, MILIcERZRME I N Lo 7:
(p > 0.05). Tanabe (1977a) 134 3t o W58 & ¥ 20 17 d >
LELEH2Y Y TNV (Fa—u=F YHEDL) I2OWT
FFE DT 21T, 26001 % v TRk DR R 2 LT
w5,
2. abavI¥A4 X

Z OFER D X 7z Tanabe (1977a, b) 28T - 72 d & FFF1



BHAMRREES T VEFA b, AW 7 74 7 ARFOREELE O BRI B

MWThot: (F2). Thbb, (MEOKER, MET s
v&ﬁ:V&&‘&n:yﬁkwﬁﬁifnb:yﬂﬁ
A RICERDOEIZED LN (p> 0.05).
3. WRERPEEEILRE
IEERREARINRRICE L e s 2~ Zuay s L 37
Iy LOMTEROENIED LALWIED D TH L
(HE s p>005), RO TIZIFEAE—EL
7% & o TWSE Z E» 5 (582). Tanabe (1977a,
b) IZEBRILAR %2 4n~551 A7 — Y L 551 MUED R
TV LI TEL SIT L TV 5 28, E[A XA
LFEBECHIG T 2 B, FENOY v 7V, S5
RMEOMTIE LA LZFTRD SN TR,
4. BRAFERY A X
&iﬂ®@%ﬁm%6#ni7uzy&®ﬁﬁ%m.ﬂ
miévyn:yﬁ&=7nzy7&®%®&ﬁm
i, BRuss, HELEIRO LN (ER2). #
/7°/l/47‘/fxz;>f CC/NEWOTCTIEMLHFEHE v
2, Irzwavziizrzuary i) yREEETI%
BE/NSW., $7, a=7y 7 @iZFa—u=7 /&
XDy THLE HITENENISBIEE /NS VB CRAEIZ
FELTWS.
5. %A X501
H A XM OEERRE K4 IR LT,
IERZ IR NS T=xZuayr,izoay
7 035 AR, REAFER (ZRZHBITSE 30558
TR DR EH & T MERE), B GREES
TR0 XA R O BHE AR O b B EE) 12T,
BRI DO W TUTFE T OMELIIR D 2 TRL TV S,
F72, BRI LN TIIEER & RBRAER & 2O E

EEHicioo

#2. Fa-—

ZIR) 5V, ZARE

n=y7viila=7 7 VEORMICA LN LIEREINZEE,
[M] &0 [m], <ZvavrB8kfiz7uavy;, 7uoravyr¥4 X, D%

20224E3 A

BURAr L BN R R LT, ZAIRIE—EDES
TORENRIAFNDEEAFDOA T —DIZBIT 294 X
D21 ODOEETH 5. REERD 2 W I3EIE
THIEZZIZE— R TS TCLE O MEEELH L (2L
2.1¥ Okamoto and Shibata, 1997).

SIWN—T URE

ZOEIITMITENTe AN T LD EETHIX
ﬁbﬁtw@mﬁ%ﬁcf&&—iﬁééag,ﬁﬁ

NI TR BB Iz 5 & O Lo (original
thanatocoenosis ; Maeda, 1991) 12735 Z L 38 a 5.
L#* L Maeda (1991) =% Shigeta (1993) »SEHEL Tw
2 X2z, BEMHOBIICHIZT 2 TORE X 2ETE
TRbLNUDBLTH L2056, BIEITE, FEFITEVKER
%K%—F%%% E@ TRWEE S I A XOHITL
LOPYEETH L. KTl Ing [ERFZDH] &
MRz L1295, fzIEX4B, D, ElZZ DX D kot
RN,

L Luds, HEIZAD T 74 T ADWBHED KT
Vil i%h%%k%ﬁfz THOBHH, E— KD
ORI A XU H > TN A RNHEE S o (il
ZITR4A) %, R ZIUAmE R L TWwa L ITR 2
20D FIZIEK4F) $2H5. O LeHEIrODLI:
DIT, YWN—UMREEITo72 (R3). I OMEEIR
RO HHOFIZRZ 2E— FBREN L DD L DD
R0 DITAS WO EHEHIcEH§ 2 F%ET
HY, ALE, WG - A (2015) 12k o THAEYFES T
«@E@%am%ﬁﬁﬁéht@@@bé

YN —< VIRETIEH (CIEEREDSE), IHRET

B (M33MR) ; Growth rate, MEBIEAR (KX

Protoconch size (mm)

Growth rate

Adult size (mm)

Sample No. n mean std. n mean std. n mean std. \%
Coniacian Species
TP9 [M] 28 0393 0.021 32 0.137  0.004 21 1002 1.61 16.1
[m] 39 0395 0.021 46 0.136  0.004 43  8.08 055 69
TPS [M] 4 0414 0.015 5 0.142  0.004 6 1255 1.69 135
[m] 9 0407 0.020 6 0.144 0.005 9 774 107 139
others [M] 5 1449 140 96
[m] 9 913 053 5.8
Turonian Species
TP6 [M] 33 0488 0.018 33 0.136  0.008 7 1502 108 7.2
[m] 24 0.487 0.019 28 0.135  0.008 27 950 086 9.1
TP5 [M] 9 0473 0.036 15 0.137 0.007 4 1629 084 5.1
[m] 10 0462 0.031 12 0.137 0.006 9 901 063 7.0
TP2 [M] 26 0472  0.029 27 0.137  0.007 4 1391 161 11.6
[m] 35 0480 0.033 37 0.140  0.009 31 895 097 1038
TP1 [M] 11 0472 0.034 11 0.136 0.005 3 1612 1.07 6.6
[m] 8 0473 0.029 9 0.134 0.005 10 998 0.65 65
others [M] 32 1741 199 115
[m] 12 1039 070 6.7
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LOMHBHIEETH 2 & T2 RBEHERVYS. Tub
BIFEGRDI LR T 2018, NV FIBZ R4 IZRT %
Bo I — A NVEEHEE 1T > T BRI, ZDOHEES
WHrLEZDE— R Z, TIEM o Mg 122 d
LEERDOIRBETH B, LIdioT, YIUN—<VREL

[ Macroconchs] Size Distribution

5

A * = [TP9 ]
EANY / - . I Adult (n = 24)
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ﬂ (n=93)
15 m
B [TP7 ]
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13 # OB OVEBOBIE THRRIH S B o€ —
FIZEKRDBH 2D E VI FIWHNTTH 2 LHfET 2 2
LHTEL, M4DL A 27T AHITIE Z DIFERGDE
CLEEMBLUNY RiEE & DIT, FENITE- T2
T REFRMFRITES NI E— FOMBEEZRLTVWS.

[ Microconchs]
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<o 5 10 15 mm

=N
(=3

|
X >

Adult (n=10)

I A __ Immature (n = 310)
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K4, B2 G HBERT AN T 74 TADY A X% (KBEBOER). % (Juveniles) IZOoWTRT =K% 240, xZ7uavy 37
IV EFRAEFNITIRD DT TR L. A-B, a=7 Y7 vfE; C-F, Fa—u=7 . BRIV N—<VRE (mode = 1) OFRIZIF
TGRS EIR T 20 — A NVEEST. ABXCTAFE— FOBEMERL, AIHFANICER, ABEELEEZRVEHES NIz D.
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£3. Y UN—< UREDER.
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FNENDE— FEIZBWTURERHS TR T 2 A N> FiE (Band length) &, ZRIZESWTT— X b7 v FHiH 1T o 7 BIZE
H XD HKRELLIEMEDE T TR (p-value) ZR U7z, P-value 235% 123 72 0 WA ITIE M3 — FEZ oL © I3 S0 R EE

THDIETREM®T .

Mode =1 ( trial =2000 times )

Mode =2 ( trial =2000 times )

Sample No.

Band length  P-value Result Band length ~ P-value Result

Coniacian Species
TP9 [M] 0.855 39.2% *N.S. — — —
[m] 0.944 23.2% N.S. — — —
TP7 [M] 0.743 30.8% N.S. — — —
[m] 0.296 99.8% N.S. — — —

Turonian Species
TP6 [M] 1.468 4.85% S, 0.525 19.6% N.S
[m] 0.791 62.1% N.S. — — —
TP4 [M] 1.453 69.4% N.S. — — —
[m] 0.894 23.3% N.S. — — —
TP3 [M] 1.052 25.9% N.S. — — —
[m] 0.603 32.1% N.S. — — —
TP2 [M] 1.970 0.24% S. 0.559 93.1% N.S.
[m] 1.374 3.70% S. 0.445 69.2% N.S.

FITBHL T, JRERFLOFER S LTE — FIZEKR?D
5 EHTE NG E (A) &, RIS FRES TR
P DOE— RIGEE T WATEEE RS I B%MUE) H
5 LTS G (A) AL TRL. ZORER,
TP6 <7 uvavy, TP2O<xZuav/BLUFIZu
AVZITBNT, MEWICEKROD 2 U fie R LT
W3 ZEDHERS Tz (3£3).

EXMRTHSHELICE - - REA

EZE TR > TV B OREHR EBEIZEWIZ X
CHMLTWT, Z0OFERDERIIKRAEDOKRS SIZEN
SND. WM& HITREFE CIEARFEE %8 U C 24
DIWEEF I ) SRR DML T 2 3% % 2% (Tanabe,
1977a, b), MNEO =77 VFETIEZ N5 K FE
DEFET7 v 7 2T LBRUTEL TV 5. EY A XD
EZIBEFLLRBUGET L ETICELEBHZZH LT
Wi s, BEMOREEZMHES 4L, a=7v7 VR
Fa—u=7 VEIINLT Y2 ABIOME L ER
T %. F7:Randman (1988), Cooper (1994) 7z & 23
4 2Xkoiz, I7uavy (E?) »~<roavy
(ME?) ORI LIEREIZE LT, 3 270av 70
Kb 770V AV ANTHE., 7oV 2V RS
NANR—=FNVT 3 Y AHAOREEIZT A 7 28
(Ffy) DOEMPERZRET 2dDTH D5 (Gould,
1977), AD7 74 7T AZEDHTEROHFTZ O
g% & ZIZEST2DE5 D D

ML DR D b RO E VWL 5. BB L7z &
51z, FAEMIZIZIERABOMENZHEBSEEShTWD &
HEESNEDY, BAERIZBWTFOHIFMERIZED, 3
7uay 7 OERPEEINIZL 5. EFFETE L
723 v O TR E BALIC AR, 3203

* N.S.: null hypothesis not rejected, S.: null hypothesis rejected.

Y%, Fa—uw=7vEIIBVWI~xZoar 7 D5
f& (104 : 21), a=7v 7 vEIzBVWTH 2ELLE (73 :
32) THD. MNW_BERTTvEFAMTIE, LS
<703V’ OEBRLVOBP—RTHL05 (2
Yokoyamaoceras ; Maeda, 1993), TR » 7z, T
EC 200N EEINLEHTHS.

BIIRD X DIZA D 7 7 A4 7 A1 UL USSR o8k o
HERT. ERFEE L CRIEEIIAREEL L) ITEbn
L0, A ST CHILE - R BLTELDTH 5.
MELZI2OC A NI L EBLTE— FOMEIZE
H32L, TPORKRWT, BE—o®—FRIZBLTCiZIFE
L EFDOMBIZEDR LN L)L, —HTE D
E— R, FOMENRY Y INVIZE o TETET 2D
DD, FAEEPRTE— R DRREM GREZESmm
HitR) ICEHND L%, ZLTENLD I BV D
PIFMEVIC O BEELRE—REEEL TV LD LN
7. TPOD~<Z7uav 7 BLUTIZ0ayyIRs o
b EL—RERCIED 225, RAGIEAE_0E—
RAOMRIGICK & Do 12 LA LIRS LB h b EIN .
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