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Abstract

Two additional trionychid costal fragments were recovered from the lowermost strata of Maastrichtian
of the Isoai Formation, Nakaminato Group. These fragments belong together with the previously described
specimens INM-4-16737 and INM-4-16738. INM-4-16737 and INM-4-16738 are thought to be a right costal
(2nd?-5th?) and a left costal (3rd?—5th?), respectively. The size of INM-4-16737 suggests that the bony
carapace length reaches 60 cm. This indicates that giant trionychids lived in East Asian riverine or brackish
waters during the Late Cretaceous. The costal sculpturing of the trionychids from the Nakaminato Group
is similar to that of the North American Upper Cretaceous giant trionychids (Axestemys splendidus and A.

infernalis), although it should be noted that costal sculpturing does not necessarily reflect phylogeny.

Key words: East Asia, gigantism, Late Cretaceous, Nakaminato Group, Trionychidae.
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TR O T2 6 % P ORI T M3 2 IR e
B (ESAERA =T v~ —A M) FT V)
X, MALE D CPEERE, BEEREICIX S, ZFOBEE)
WAL RESE L Didymoceras 72 E DREHEEZ T V€A
MEIZX > TH#ESIT 515 (e g Saito, 1962; Ando
et al., 2014; Masukawa and Ando, 2018). T4, BEERE
MHIE, AR ET YV A, AvRVERED
FHEEW LA O LA S CB Y, HllELIC
B AN B O THEEV A & B S 5 B C
HEMESE L2255 (MI#EIEA, 2017, 2019, 2020a,
2020b; Kato ez al., 2021). D9 H A v R FHLAIZ
DWTUE, THETIZEREE 1 5 X O3 A%
LNTHY, waHROIM 1 5% B S THOHRE
BREEREROILZ=y M3 TE2HEL L T2 O
#1372, 2017, 2019, 2020D) .

AFTIE, IEEES (2019) THE S N O W
F 2 55 (INM-4-16737, INM-4-16738) 122\ T, %
WIS HRTT 2 BME A 721245 5 - D THE

LR

W o, F, WIMEREEDSEL L7722 v R L
AHOMEORRYE, BIAERICB 2 KA v R
YOG, WBIEREHEO R A v K & Ao
REIA » R BT 5 REWR OFBPIEIZO>WTE
BEATH. b, BAOBIRTICIE, Hd 5 8
BER LM —DBEAREFEG %252 5755, L X202
AL, BEAEARIIEAR T OKRRBIC a B L,
PFrHERIIEARFTORREICD T BT 5. B
WA FEFLIZ DWW T, Georgios and Joyce (2017) %
B L LT

Systematic Paleontology T &40 H

Testudines Batsch, 1788 %7 X H
Cryptodira Cope, 1868 &5l H
Trionychia Baur, 1891 A v R > |- F}
Trionychidae Gray, 1825 A v K »
Trionychidae gen. et sp. indet.
Ay R BERE
(4 1-2)

B, 2 R RERREDOH MR OWF (INM-4-16737). A, 5 {TH; B, B, C, #MUTH; D, B fI; E, -0,
F, 300, A LB TR TR 72803 ni#k (32> (2020b) TREIK L 72882 (INM-4-16737a).

Fig. 1. Trionychidae gen. et sp. indet., a partial right costal (INM-4-16737) in dorsal (A), ventral (B), posterior (C),
anterior (D), proximal (E), and distal (F) views. The dotted line indicates INM-4-16737a, described by Kato ez al. (2020b).



IIT @R ORE R L 72 Ay R DI OFFFERK - AL T AVABLOH LT VT ORB AR AL LD LE 3

B e

R2 v RYFHUEERZOLEMROE (INM-4-16738). A, FHITH; B, 2 MITH; C, IEMITE; D, Hi il
E, Y0 F, 50, A 2B TR TR 72500 13 132> (20200) TREHK L 728645 (INM-4-
167378a).

Fig. 2. Trionychidae gen. et sp. indet., a partial left costal (INM-4-16738) in dorsal (A), posterior (B), ventral (C),
anterior (D), proximal (E), and distal (F) views. The dotted line indicates INM-4-16738a, described by Kato et al.
(2020b).

BAXES

INM-4-16737 (X 1A -F)

INM-4-16738 (% 2A —F)
EH

FIRIL O B 7 A TR T

BRICHE R0, SRR O KPR U A7 B AR 2 R O 4 1) 3
WCTH5. EHEEDO, (LAEBOFMITENES
5. B, bAZETIAOEBUCIO VT, TR
S ERABESBN IO THT 2 RS L7z
EHE%E

INM-4-16737: IRETEEHE A 1s3 T (v — A
FIEFT V) OBES -5 A NETOWSEEH
(2, WH % AL CEREROSTE M T &) 2T
HZEnTws (M3). ZORBEIIEZFOMIZHEHE %
B LR e eh o7,
INM-4-16738: ARITEIEHE 818 1s3 THROWE Y —
A MRIZ, HHiE T GEREREOSE HI N &)
I 72RETEH TN Twe (M3). ZoBiHEIZiE

50 mm
]

[EFE 10 em FEE O FRBE O BB L S /.
FHAE
INM-4-16737: AL O Hi F41E 45.7 mm, 3T
BEDOZEHE A 53 E TOREE 741 mm, FTRVIHORK
KOIEE 10.7 mm, wARGE 57.1 mm, PEIEORK
15§ 32.8 mm

INM-3-16738: {0 ¥i DO Fi £ 1§ 43.4 mm, EAZEROHI
FOZEREI S HBFEE TOEE 579 mm, I
KOE X 112 mm, wARFEE 195 mm.

ot 14

INM-4-16737 iZ G DT H 0, SALAFSE LA RAE
ENTVAD, FIFOLEMERICEARIROZZHAH ) (1
B9 % INM-4-16738 DZEHF & D b 08y, ik
DOFENEIEER 2N — T 5 5, BRROE ALK
10 mm @i TIEIZ—%ETho7z. 727201, JBEMAmEmIC
BWOEMGE  TEMBIEAIRE (5EL, =K
T2 o TH DN 2 W RO B & sdiki 5. 1l
M2, iz 7z o THV -EIRO I % A5
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Vertebrate Fossils

e

cf. Plotosaurus sp.

{ cf. Squalicorax sp.

\ Trionychidae
(costal)

INM-4-16737

~ Trionychidae
(costal)
INM-4-16738
Trionychidae
(humerus)
INM-4-15300
Legends

2 trace fossils

aaaa charcoals

Columnar section

Fm
unit

25

20 —|

Isoai Formation
Is3

e s mud crasts
08~ pebbles / cobbles
0(m) — <> sandstone lens
dfd () sandstone block
parallel lamina

Is2

NN

siltst. ‘saxndxst.‘ cgnél. ‘

3. WA=y b 1s3 TEOMIRK. IR dfd, Kit
AHER.
Fig. 3. Stratigraphic column of the lower part of unit Is3, the

Isoai Formation. Abbreviation: dfd, debris flow deposit.

EL, BREEEO SNV, ZORRPAIZBNT
1, BRIA TRERKON S WESAHR 28 HIKE X O
WEZLTBY, MERIZALN ., /2, 71—
F—IRIZZ SN B A FTORRM2SSH D, 2O
HEAREW 325 L T e,

INM-4-16738 (/2D MIMT, IThifzE A & P IC 20
TSN TV S, HifEO R ENIE = AR 22
HLTBY, BEOEMBIEECICHHICA —TF
. BHEOEAIK 10 mm BiE TIRIT—ETH o
7o 2L, BEEIEIC BT, B IR E R
EEORELPAE SN TEB Y, Thedkid sk
DGR AR MO 5. FHIEICIE, INM-4-
16737 L AFR DR MR S R D72 o THERRTE 5.
&%

WINOBAR S IIEIZA (2019) THRA7zl), H
BT CRAEVIROETBH B H 5 2 L L, R
FEVRRDOON BN s, Ay KRUF AN
WTHAHEHB SIS (Meylan, 1987; Nakajima ef al.,
2017).

z =

1. SEROBLS LUEEN, HERRY4X

T 1Z 2 (2019) Tld, INM-4-16737a 13 O i
OB ORIFFH O RDOWH TH B & S, INM-
4-16738a XL AP - HFEAWOMMTH L & S
23, ENFhoBEMES P ELNZZET, XD
M 2 WA OME TR > 72 (F1-2). 22T
i, BT A)AOY=A M eFT UpHENRLTW
% RKESA v R v H Axestemys splendidus D5 (TMP
2009.24.137; Joyce et al., 2019, [X13) LT, Zh
5 OERDENLOMRET 24T 5. INM-4-16737 |%, Til#x
OENEA=ZATLIRICHE 22 L, RGO T AR
RPN =TT HIEDS, FOE2~5 5RO
TNATHD LHEESND (K4A). INM-4-16738 1E
BT ER DS = TR D ZE M AME |, JLiEAy 71T
MEESSIBERESCBLL 2w L L, SR
FHINIIRIZHE S WA S R &2, EDE 3~
SR CH D LS nd (K4A). 7272L, AV R
YHOMRDOTIRIZEREPIRE V72, ThH DAL
DT EN LD TH S,

INFTIBELN TV LIBIIEREHED A v R
LA, IR 3 S8 LBE 1 M Th DA%, Wbt
RICTH D720, BHEER E CTOR8EENBE LR
THb. LrL, KETHLEERT 2 2 KoMK (INM-
4-16737, INM-4-16738) B L OINiEZA (2017) TH
WSz 1 Ho%E IR (INM-4-15695) &, 1<
NOKRERA D85 — 2 & LT, BETRIKOW W
HEATEHIRB L U % 2 L, /NERIEAON W E
W HETEICHBLTWA (K6A-C). 2D EnD
INS OIEF— S FHEOR v R VFICHET 2 &
HrEsns.

INM-4-16737 |2 B\ THIFZE O Z2E O THER > & FHll
LMW oORHEIX74cm TH S, INM-4-16737 %
HOHE 2 ~ SR EREE L, Axestemys splendidus D5
LT 5L, INM-4-16737 HIEE SN L EHE
3R 60 cm &% % (M4A). A v R FITAFRICS
WCREFOBBICKE TR SN REEET 572
O, WIEBHPOER LAy RO HEFKO
RGN E GO HE" 1280 ~90 em FEIZEL 2L
Zzo6n5 (X4B).

ITEBEEDSEM L2 2 v BV EHO ERELH
(INM-4-15300) &, b ZDH 1 X hbiEEsh
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4. IBIERIENOEH LA v RVEHOMROFTAL &K 4 ZOHEE. A, MO OHEE. INM-4-16737, FH D 2

~E SR (KT 2 & LTRE) - INM-4-16738, D3

~5E S5 P (P TIEEE 3 & LTEE) | INM-4-15695,

D 8 ML B, INM-4-16737 & Fife & L 72kH A ZHEsE (T 60 cm). WEFE: co, MBI ne, HEAK; nu, SR pn, FIHEN
A —=)V3—; 2 cm (A); 1 m (B). 5 1HTC: & H ORLME] (Axestemys infernalis), Joyce et al. (2019) & CiZ8; AR VT v T (Apalone

spinifera), Nakajima et al. (2017) % t{%2.

Fig. 4. Estimated position of the Trionychid remains from the Nakaminato Group. INM-4-16737 is a right 2, 3, 4 or 5 costal (positioned

as 2nd in this figure). Abbreviations: co, costal; ne, neural; nu, nuchal; pn, preneural. INM-4-16738 is a left 3, 4 or 5 costal (positioned

as 3rd in this figure). INM-4-15695 is a left 8th costal. Scale bar: 2cm (A); 1 m (B). Sources: Carapace drawing (Axestemys infernalis)

modified from Joyce et al. (2019); Life reconstruction silhouette (Apalone spinifera) modified from Nakajima et al. (2017).

B HHEDHK 45em 7% DV RIITH Y, EHEIED
FEHITE (14 3; L3 A2, 20200). L7 2 ) A Ok
WAMRP OB LKA v R FHE LT, Ho8
=7 V5 Axestemys splendidus, X —A )T T~
M5 A infernalis D ZFNEIN 1T OH|E S LT
% (IX5; 3% 1; Joyce et al., 2019). —J5C, HR7 Y
7OEMHTEADSEH LKA Yy RHHE LT,
KA D7 % “Trionyx” riabinini & “T” kansaiensis
D2FEN Y VF A Y D Yalovach @B X A7 A
% @ Bostobe JFIZBWTIET L Z e iEENT
w5 (M55 3 1; Vitek and Danilov, 2010).  HR37 % JE
HOMN IO R 5738 — > OEMLZ 0
bianZ s, BIRRTIE LRSS 3 Soltks
Wl —p 4RI E T A RS m W EHER SN D5,
WHFEH L TR WHIFOKRIA v R DL DTH
LR PRS2 2 L IETE W

2. RPRBIICHTHKRBR Y RO
HAO LIETR D 5ME SNTWAH Ay KL

09 L, KEEONREHETEE (x—2 M) eF
TY) MHER LAy R VEHOTHLAIZITITEE
THY, FRIEH10em THSH (K, 2014). REARE
DERRFEHE LI S5 135D A v R ol ba
FELLTBY, Z50 "KEHr EO-HE" &
25 cm A5 50 cm O TH 2 LFEE SN TV D (F
1, 1998). Zhb &L T, IRFEREH, SR L
TWwb Ay R AARIEFICRE L, HEAD LA
HREDA v R VLA & LTIRARTH S (I
1370, 2019).

Ay RVHEIBMAELICBNT, hRT7 VT K
TIOT —AdbT A BT o TR L 548 L TW 7298,
250 cm %82 2 KEILZ v R VO SR H
THhThHL (S5 FD). w770 =T Y
~TEAH o X=T B EEH L 72 “Trionyx” riabinini 3
L O “T” kansaiensis DIEER L, ZNE450 cm &
75 cm Td 5 (Vitek and Danilov, 2010). b7 2 1) #®
B YISZT B EWM L 7z Axestemys splendidus ® H
FlZs4em, L7 AV IO —A NI LT T U hEE
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L7z 4. infernalis DHR1E 75 em TH 5 (Hay, 1908;
Vitek, 2012; Joyce et al., 2019). HRT VT -HT VT
—db7 2 ) O FEEAHE R S IEHED 40 cm DT O
Ay R BT IS ERESMNSNTWSE DI LT,
HEAD 50 ecm A2 2 KEFEIZ 4 L 25T
WE RS, KBRS RS o 7o b
ZHN5 (5,2 1). WINGEREEEO A v R HILAD,
BHIHHEAORT P71 KELA v RV HHD 45 LT
WD LERRTEELRERTHY, YHOERTITO
TR~ 5K B 2 B S M % BF$ 5 ECHE
B ERE R L T 5.

3. fHIRDOKEI X v R $EEDOREFE L DB
IBENREBREEO A v R AT VTN B TH
L7280, WETEXDHERHIEIrZYDRONE. 22 TR
Ay R FRICFEREORMWENCAEB L, HAD LHH
WROA Y RV w7 TBLIOET 2 H Ok
HHHADOKIZ v R BLA L OB T .

LR

(1) BADOERAERODR v K4

HAD LHEHHE RO A v R VA IZB T, HiEE
HCIEETFORMMBA A L (BB TCE 883 %
VW, AFROAEBEEINE (b b=T7) 25
R L2y R RUEMAED LEF (0SD 112) @
KM ENE, BIETREROW 2 WEFHEEIRE L O
BEIRZ 722 L, /NI A SN (X 6D; HEd 1A,
2013, fig. 16, pers. obs.). ZAUIIFH TIZA& CHEFD—
WTH oA, REWAOT IIBITEEIED A v KR~
LD DELL T 5. RERE MM FEE (&
JR=ZT7 b L Fa—a=7y) roEHLE
Ay R RHBHEARIEDH 2 P it (MDM1332) 13,
LM (RAOBSHEERE 2 L, /HNERITA
L) ZFED (1L, 1998, Plate 2g, pers. obs.). It
EROMBERE TR (x—ZA M) eFT ) DHE
W L7222y R VHEOTHIZERBLENZ D W CRRkA %
<, BE2O HFFHAHBITE vy (JF7R, 2014, pers.
obs.). HEWBEROMEHEHO U-VB X U-TT (HH

]
2| 8 : ; ;
| &| Age/stage Central Asia East Asia North America
‘ ‘ Helopanoplia distincta
Maastrichtian ng’\}/,;iansut/ri M ‘ Gilmoremys lancensis
. . "Trionyx"
Trionychidae gobiensis | Axestemys @ Hutchemys walkerorum
from Nakaminato Gp. infernalis  #§ Hutchemys sterea
‘ "Trionyx" latus
5 Axestemys
Campanian ( ‘ splendidus ‘
1 1 [ " il .
g 1 1 Trionyx" shiluutulensis Aspideretoides foveatus
1
o) 1
ol v ] ] )
] 4(31 1 "Trionyx" i Gilmoremys gettyspherensis
S 1 : "Trionyx" riabinini i
. k. jensis V| oo
v Santonian | o 2RISR __ v i
() \ )
. 1
Coniacian 1 1
1
1 Y I
V' Perochelys 1
. V' hengshanensis ‘
Turonian ) ) ! 1
Khunnuchelys kizylkumensis ! 1 Kuhnemys maortuensis
1
BN B
i
| Kuhnemys
! orlovi 1
1
. 1
Cenomanian s 1 1
"Trionyx" dissolutus ! !
—————— ’
5. LEHHATEARADR v R VHOTHEY A X0, GIHIT: £ 1 LR,

Fig. 5. Comparison of carapace length of the Late Cretaceous Trionychids. Sources: same as Table 1.
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F1. BUAEALADO R v R H. 57T Brinkman et al. (2017); Danilov et al. (2014); Georgalis and Joyce (2017); Hutchison (2009);
Jasinski et al. (2022); Joyce and Lyson (2017); Joyce et al. (2018, 2019); Vitek (2012), Vitek and Danilov (2010, 2014), Vitek and

Joyce (2015).

Table 1. Late Cretaceous soft-shelled turtles. Sources: Brinkman et al. (2017); Danilov et al. (2014); Georgalis and Joyce (2017);
Hutchison (2009); Jasinski et al. (2022); Joyce and Lyson (2017); Joyce et al. (2018, 2019); Vitek (2012), Vitek and Danilov (2010,
2014), Vitek and Joyce (2015).

Range Area Taxon Scientific name Carapace length
Maastrichtian North America Trionychinae Axestemys infernalis 75 cm
Plastomeninae Hutchemys sterea 16 cm
Hutchemys walkerorum 20 cm
Gilmoremys lancensis 34 cm
Helopanoplia distincta 39 cm
incertae sedis "Trionyx" beecheri -
East Asia Kuhnemydinae Kuhnemys breviplastra 26 cm
Cyclanorbinae Nemegtemys conflata -
incertae sedis "Trionyx" gilbentuensis -
"Trionyx" gobiensis 13 cm
Campanian North America Trionychinae Axestemys splendidus 69 cm
Plastomeninae Gilmoremys gettyspherensis 22.5cm
Aspideretoides foveatus 33 cm
incertae sedis "Trionyx" allani -
"Trionyx" latus 39 cm
"Trionyx" austerus -
"Trionyx" robustus -
East Asia Kuhnemydinae Khunnuchelys erinhotensis -
incertae sedis "Trionyx" shiluutulensis 22.5cm
Santonian-Early Campanian ~ Central Asia Kuhnemydinae Khunnuchelys lophorhothon -
incertae sedis "Trionyx" onomatoplokos -
"Trionyx" riabinini 50 cm
"Trionyx" kansaiensis 75 cm
Turonian East Asia Kuhnemydinae Kuhnemys maortuensis 30 cm
Central Asia Kuhnemydinae Khunnuchelys kizylkumensis 15 cm
Cenomanian-Santonian East Asia Kuhnemydinae Perochelys hengshanensis 16 cm
Kuhnemys orlovi 33.5cm
incertae sedis "Trionyx" baynshirensis -
Cenomanian Central Asia incertae sedis "Trionyx" dissolutus 24 cm

HRZT V) I Ay R EOWER QWG A5 E
HLTWBAS, B HTH 570D L UME

137, 2014, pers. obs.).

(2) FRT7ITOLBABBROKRBZ v K8

W7 T =Ty~ =T v
MHEMTAZRKER Yy RVEH2ED ) B, “Trionyx”
riabinini DFRMPZENE, “TEOPAEDMED FIKD 5\
I EIRE 223" (M 5H; Vitek and Danilov, 2010). —
Ji T, “T” kansaiensis D F AL, “H W I28:6H L
R WIRIA OFER /NS D) % 72377 (X 51; Vitek and
Danilov, 2010). ZH5IZWFR L IIERED A v R
YEORRML L ZR G o T D (EEA, 2019).

@) X7 AUHDEREAERODKER v KR $H

720 B O FEEERASEMNT 5 KA v RS
HoHED ) B, Axestemys infernalis O WAL 0 FE 1 | %)
&, WRA TREROW 2 WESTEHIRE & OEIRE % L
TWwieh, WAk /RS Eonz) 35
(¥ 6E-F; Vitek, 2012; Joyce et al., 2019). A. splendidus
ORMPANL, TRIE TRROW S WESHEHIKS &
OBER%Z 7% LT\ 5 (M 6G; Hay, 1908; Gardner et al.,
1995; Vitek, 2012). M5 IFIPFEEIEO A v K V8
DOFRIMIZ) & BRI CTN 5. 5 IZ A. infernalis D5 8
AR D 124558 T 1A% & AT IS RER O ZET R 2SHEA 5
% 5ild, INM-4-15695 OFRMEF L & L CHBLL TS
(4 6C, E).



(4) HEHR EMBER

IITEBEO KB A v RV HEOEEBENE, FkeT
DT HARRORH Ay K EI )BT LA, dt
T A O EEAEROKRTA v R EFPL T
LI EDNbhol, Ay REORMML DI —
&, BRERECHMICL Z2ERIKEVD, 5HO
TR & 2 I REEMEATK & s, Wi 72 L
HOGEEBETLOBOZEZELENL LD D (e
g. Vitek and Danilov, 2010). D728, 1 DOFRE L
T, WITERHEOKRMA v K HIFhRT7T V70 L
ERETEADKELA v RFH (“Trionyx” riabinini B X OF
“T” kansaiensis) £ 0 b, L LAALT A1) 7O EHH

e

TR — - BB - Bk - R RAE - WS - RS

WSRO KN v RV HH (Axestemys infernalis B X U 4.
splendidus) & HLBY T RATEALRIZ D 2 W REIE DS
ZON5. &b, ZOFRIE, wiiHELORT 7
THALL 2R v R 8D "hll]” Bl (R B R
DR~ AELORTEH) ([2N—1) ¥ 7k (BL
L7zR—1) > 7 k) %l LCIb7 X ) IS AL
7ol EZHNTWwAZ L (Hirayama et al., 2000; H 5
137, 2015; Nakajima ef al., 2017) L PG L7Z&vy. 7272
L, REWHOAKRTA v R VHORJMEGRE #Ew T 5
CEIFERICEE Lo, TIERBHAS LD E D
Ay RO R IEET 5 2 & THGEE D 5 LEDS
H5.

6. FIHTERO KB A v R VY FLHIZB) 2 R O . A-C, IITEEHED A v R BB REDO NI (A,
INM-4-16737; B, INM-4-16738b; C, INM-4-15695); D, AZI@ R D A v K ¥ RHEM K2 O O LI H; E-F, Avestemys
infernalis (E, TED 55 8 WAL, F, 15D 4 Wit ; G, A. splendidus (FED 55 3 W) ; H, *Trionyx” riabinini (55 1 BIR); 1, “T”
kansaiensis (AWIH) . A% — )V 8—: 2 ecm (D PIAHI 2T A LR, 5IHIC: D, MEEEI3 2> (2013); E-F, Vitek (2012); G,

Hay (1908); H-I, Danilov et al. (2014).

Fig. 6. Comparison of sculpturing of the Late Cretaceous giant Trionychids. A—C, Costals of trionychidae gen. et sp. indet. from the
Nakaminato Gp. (A, INM-4-16737; B, INM-4-16738; C, INM-4-15695); D, right hypoplastron of trionychidae gen. et sp. indet. from
the Kuji Gp.; E-F, Costals of Axestemys infernalis (E, left costal 8; F, right costal 4); G, A. splendidus (left costal 3); H, “Trionyx”
riabinini (costal 1); 1, “T” kansaiensis (partial costal). Scale bar: 2cm (all same as A, except D). Sources: D, Umetsu et al. (2013); E-F,

Vitek (2012); G, Hay (1908); H-I, Danilov et al. (2014).
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