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Sk #0128 (Zhangheotherium) 81155
AT B A

HRER' ITE #HE FEED
| BB A RS S ASTIIT LR 100044
? REEAEAAFLENN TXE 1520

BE KB (Znangheotherium) B B i —RETEERH B, HGHIRTEEHER
T REH I (Spalacotheriidae) , HH A R H X F EEEN T HT AP ERGH—HB S
AU ETERMSRAENRRLHE. KNBSEHNESERHTREH LTI EE
(sprawling) 5 P B 3T (parasagittal) Z [8], AW LA E ESR BT, R EGBELFH T
HEES) BRI A. BERIEE T LIS EE N AE SR P R R,

XRiIA KME, GRMAEES, RESF LA, TRB Y. WY RALE
FERESES Q91587

A AT EL S0, R B R R B B 25V T 2L 30 Y (Theria, McKenna, 1975, & X4
T Hopson, 1994 8 “Holothere”) K1 31 ¥t —E B BT 4, 8 0 8 A FH8 IR N 348, U
BT X #5525 8 0% B 1 M) Henkelotherium B — B B 4 (Krebs, 1991), MR E B 7 Eit i
Vincelestes 8 B 1) 3k B A1 3k /5 B # (Rougier, 1993), BB R — M A RBH “H B K"
(“pantothere”) #) 3k B (Martin, 1995). Zhangheotherium quinquecuspidens Hu et al.
(1997) ERAFA CFEMEBR G TR S HARHRFTRS VI466) WA H (Li e al,
1995) BRBH T RFBET. SEMLEEHEANTENREEAME. HEXNEA
RIEEA T HEIHGE (Hu er al, 1997). ECK MR Zhangheotherium B 155 DA K i
A BOEAARE A EM TR R A RN BUEESH B EMMBE I, FHE
BNHADYRARARALTRE. REMZPHEBI YN ETESRENFZREE
Zhangheotherium MR E 1Y & T B LB PR mERE.

1 Zhangheotherium W15 F| ¥R IE R R GifL B
1.1 HFUFAE(E 1)
WK 3.1.2.5/3.1.2.6. HIEREZIEHEH BB,

DHEHEREEREESRERRERTE (KZ951-Bl-410) MIEK A RF SR LT H (49372069) % iy,
AP BRI NG TG EREEN N B =AE WLy, 15 B (Kuehneotherium) 5 LR
RENABENRAFABEAERHSRER, Wxis g HEHE HH8k EREL SRLNERRE |
3R M BRSNS BN, I E R EK. BB SR RLATLA,
W8 B B3 1997-12-09
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B ARHME(V7466, ERARE) B 55 & TR
AZW M3—5 Ml m3—6, B BARBR T HRAERE, HF0NH(BEKREE FHBEHITS,
H 2—4 &)

Fig.1 Dentition and lower jaw of Zhangheotherium quinquecuspidens (IVPP V7466, holotype)
A. left M3—5 and m3—6, labial view; B. Right dentary and dentition with little restoration,
lingual view (those crowns with dash-line are reconstructed, same in Fig.2—4)

Abbreviations: 4—D and B, tE%#i2R cusps of upper molar; a—e, FEH B cusps of
lower molar; ca, FR1% lower canine; cdp, 3172 condylar process; cop, TR coronoid

process; ?f. Co, W88 N EARB EEME possible facet for coronoid; ?f. Sp, B fE Ky JeAR & & fk 1

probable facet for splenial; i1—3, F 14 lower incisors; M3—S5, EH# upper molars; mi—6,

T B lower molars; mf, F#iF. mandibular foramen; mg, # KM meckelian groove; ms, &R

X4 ™ mandibular symphysis; p1,2, T BB lower premolars

MEMREER. 1B EEMNEESERLNENFFLL, BT, M7 H
Bh, KBl BEEPERBWADIYHREFE PERBALRIKRNTESEHE, AR
THRKEREERE, EARENRIE, TRARE-RYBEREYEM. 2—3
MABESERL ZEE, S RaTH. EiTEEE, ERERERESE NERE, EHX
T i2.

Zhangheotherium RAEWBILSHEM TATE &, E WA, DUR, EREL. diEE
HWAE/PHMR, Tth#, p2 EEREEFRE —/PIR. LATHERFEARI. |

THEA, BATIR, m3—Ss 8K, BFEHZEHEN, m6 &/D. m2—sEEHY,
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KBEATR., =M E=Z/"%%Ra bHM (R Crompton and Jenkins, 1968; {H Kermack
et al., 1968 M Crompton, 1971 M ZRAGFATER, FHIELMTER, KR ELER
Cassiliano and Clemens, 1979) R —MNETXHHRBOHEA =AY —c ER Y a—b ELE
BB, RTA M a AT 5RABREL. SAFRESEF, a REKX, bR c RY
NaRBERZ4Z bR cRRE. ERMAIIL, a—b EHM a—ciEH LT
Crompton, 1971 Fi#REI T BPHF T B )KM 55, b R c REFAHTF, FT=ALFMFD
B, FRREALHE, Lh#. SMFAERAEEY, (UEETERE - MI%XE, B
BIGAEENEN, BEARENE R EH TR, BESTMRESE —/NMIBHR, B
Crompton and Jenkins (1968) ¥R e R d R, # 4T Kermack er al. (1968) BT #R i
mesial cuspule M1 F /PR, FRTH, o—bEBM a—cEBFRFEHH L HEEME
B ml A m6 5 m2—SHEESEMAEER. ml bR cREBIDN, T a REW, BEH
HTREN=Z02Z—EH, m6 BEE/N, BREEHALE, a k. b REHEEHRTNE =
HIEAH /N TR . '
CEARMNEM M2—SRREEFEW AR, kBN ZAE. EXTE. EMUNE

K ER A(Crompton and Jenkins, 1968), EHIE. BHWAT. S8 ARGHENES
WE@‘J%S’JWE@J@J’EW%@E‘JW?& BHMIGSMERIMAR D&, FIEFHAHEELR B I
Bk B A EH FEMA C MR B BB/ B BRI D /b, M2 8952 CIRAD, 22
BB, M M3 B M5, 4 B RAE/D, R CRZERIMKA, 4 B.CH D AR UBEAR KT
KRR JGRMEHR (Kermack et al,, 1968; Crompton, 1971). M4 BFI D ZHA S
MISh 4, KIS M, BA /M RE.
1.2 S¥EMNE

Zhangheotherium % % ¥ fiE % B © B F xt th # H (Symmetrodonta) BE & &
(Spalacotheriidae). EF X H| T ELXHKMER MW I ERTENTALR=ZAE IEA=
. ABHNEEW R Spalacotherium (Simpson, 1928; Clemens, 1963; Clemens and
Lee, 1971). Spalacotheroides (Patterson, 1955). Symmetrodontoides (Fox, 1976; Cifelli
and Madsen, 1986; Cifelli, 1990) } Spalacotheridium (Cifelli, 1990) # H.,
Zhangheotherium BRR B RREW TAKER R IMEH, TEHARMBA, FAE L
FREGHERM MEMEBO THRXEAEHE B KT, W Spalacotherium,
Symmetrodontoides canadensis X Symmetrodontoides foxi, 8% # X 4 th # B %k, W
Spalacotheroides, H 1. J5 Bt R 3F 8 /. Zhangheotherium F AR =M% F £ R4 B8
I, B, MM ERYEREY a—bH a—cEW. TEXEEAP, Zangheotherium
&S Spalacotherium B AT, 5 LARBEMERHLL, ENK c KM T o REMERS,
T=AEFR,a—cEFREREMW. BT LERIE Zhangheotherium 5H At BRI LR
R Z 5t Zhangheotherium 5 Spalacotherium ¥ X BB 1E T : Spalacotherium i F %5 %)
AN 3+.137, FTRIBAKERA G E L (Simpson, 1928; Clemens, 1963).

Spalacotheriidae By L W AUM BARA, KE HIFAbRA, HABREH LR, —MilH, &K
V& LIRSV Peralestes ARG T K W& SL I B Spalacotherium MR 54, @A

¥ Peralestes longirostris B Y3 A Spalacotherium tricuspidens (Simpson, 1928; Clemens,
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1963; Cassiliano and Clemens, 1979). Zhangheotherium ¥ £ E G E5#F Peralestes )48
oL, FIE B X B EELET Peralestes ¥ LBt 155Kk 3.7(Clemens, 1963), H & H# &2
HHEHNRBE. Zhangheotherium 5 Peralestes (L 15%1) B Spalacotherium (T 55 ) # 8 Jy 82
W, AW EMESHFRMEETH 7ML UE. Patterson (1956) ¥ = £ H % J3 A
Spalacotheroides bridwelli. Zhangheotherium K Spalacotherium ¥ E A 5 E MK ML Z
R ERT T, AW ERTK, mBAH LG, 5FE/DEKL BR D, FhRIA/NEHER
(HEABRERAR); RAEZATET Spalacotheroides bridwelli 1 LR VGHIZe BRI D
B E 458 A SR EF HER /MR, Patterson  (1956) FRZ R RTMHR MG MR, X7&E
Zhangheotherium & Peralestes ] F At F R EAW. X =N EF R B MR %X
Spalacotheroides 15 7 & . M 4b, Fox (1984) ¥ % # & F 1& 4 Symmetrodontoides
canadensis ¥ LAY, ENSHRA=ZRMW ELAEREARR, WENN G EE R, &
BRATRE, FMERE, HATEE LXK, IMUMAE B DARKE, MEE=MAEN
HEEEHE - MBRTILE R, FEaEMEET. A E, XK LELARSE)3
A Spalacotheroides bridwelli ) E AR E R, BEER. GHZIWH. ERHRX
(parastylar and metastylar areas), % % 2 #8 & & R &9 ¥ B 2. Symmetrodontoides
canadensis BHAC BB, S0 3 Tt R B, 30 b FI S A A R ME S R B T %R S S B A0 4%
R WA XS FAKRE T &3 Y, & & FB (Dryolestidae). I 4t
Sigogneau-Russell  (1991) & — & L F & 3L — ¥ B Microderson, X &l 513 A
Spalacotheroides bridwelli B X H%R.

Cifelli (1990) T & 8] 7= T B 2 Los Alamitos 4 # Grosbertherium (Bonaparte,
1986) H fE f& Spalacotheriidae B 5. 7 5t, Bonaparte (1990) %5 [ 28 Brandonia fE 5
ZRHTTERRA. XWEBM T (THEEHE Mesungulatum, . Bonaparte, 1986) 51t X B
# spalacotheriids F {1 Z Zb7E T WA BRI, HEMK LF (5% B0 6 K34 H Mk
BHEF—HERE. ZAZFBE MKW R, 5 Zhangheotherium. Peralestes K
Spalacotheroides {1 LA ERNEE. XILNMREARE P EXH Mo T AR,

Zhangheotherium 1 Spalacotheriidae B H At &£ B —#, L. T HiF EE I, HE/D
F KB (Symmetrodontoides canadensis B5b). BT T H G ICH R, B A i E2F B A M
TR EBRS, XFEEE L LT 556 38 E, 5 e 8 0/ A &S (Cifelli and
Madson, 1986). Zhangheotherium 8 T W HBRAKRE, WUI{ERA M 5. Spalacotheriidae
ERTARLEMREEEESAERLMEFME ARUNIMER M EN R EEE
5} A 452 (Crompton and Kielan-Jaworowska, 1978)# FE GIRAEBE s M T 5%
TH.

Symmetrodonta 1 Simpson (1925) #I, RIZ ER EHE AIE=RKGEEH
(Triconodonta) % ¥ # H (Pantotheria) 3 L8 H R 4> K 8T, EERETHERA RE,
BANBRK —KEPERWIAY. 5k, £ H ¥ Kuehneotheriidae. Tinodontidae.
Amphidontidae & Spalacotheriidae & 357 M (Cassiliano and Clemens, 1979; Fox, 1985;
{8 Prothero, 1981 B&#l). Kuehneotheriidae X Tinodontidae KA E SR BT HEH B X
A th 84 2R 2 (Crompton and Jenkins, 1967; Crompton, 1971), ZE & XK R LA TH
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#B i B (Crompton and Jenkins, 1968; Hopson, 1994). Amphidontidae #f ¥} # 7>, 18 &
THR#HETERILM — N2 K (Cassiliano and Clemens, 1979). Spalacotheriidae &
Symmetrodonta I L X B}, AT R, EL R IRIE E P B — ML 4 X. Bonaparte
(1986, 1990y — L EBmAEHMMBIAAMNKGEE, XEHEENHELMN LAKE
EREEBAE DR R, ITRBRRTEHEXPENTRERXEM S . BEER
FERERHAM R RT3t 5 82 (Datta, 1981; Yadagi, 1984, 1985), B &R, 5
Kuehneotheriidae 2. #hob, 78 3L 3E M BRI L A i 8 28 & B (Krebs, 1985; Krusat,
1989; Sigogneau—Russell, 1989, 1991). HE"' Arlasondon &5 = fadk b ti# — K B
%R (Sigogneau—Russell, 1991). NBAMERE, G EXHRBER, BB LA, E
MEATELRER LMERLH CEETEXEARP TAEREARFTFNE TX
B ARTEPEABEHEAN—IELS. KEEIMTEERFE, S EELN EER
RERiCERINYREN L (ES), BRMNEGEEBAR—ERARH, HNRAEE
A B [ M Spalacotheroides. Symmetrodontoides B Microderson ¥ & # L ZF,
Zhangheotherium FT4LH) Spalacotheriidae MR AT R T — PN EE S/ T KR KS
HERDEMRR SR ALREHE,

2 Zhangheotherium W R

2.1 Ba#R. |8 ¥ B Al B R AE (A 2
—4)

X T Zhangheotherium I3kf5
B EE2AL T HEBHER, £

EHR(AAXHEZFDERECHEAT
B2 HARHAE (VI466, ERBRA) MR, MR RRKFHH (Hu e al, 1997).
(LRI E R, A E B SN, & B iseiracbly X B R AT 1 9 152 Zhanghe-
REERBRESLY,.H 3,4 F) otherium i) I 3% . J8 7 X A B, I
Fig. 2 Sternal apparatus and shoulder girdle of S EHETKRESEWMEIHE
Zhangheotherium quinquecuspidens (IVPP V7466, holotype) ¥ — AR, MYBENE,
in ventral view (left scapula in internal view, right V7466 K EFSESHE LA AL,
scapula in lateral view. Bones are drawn as preserved B AT A AT BB ok AR MK

and exposed in the specimen, same in Figs.3 and 4)

Abbreviations: aa, 8iF L & JH ¥ % 15 @ articular
surface of clavicle for acromion; ac, /H ¥ acromion; Cl,
# & clavicle; cp, 5 M % coracoid process; gl, A H
glenoid of scapula; Ic, [B] 81 & interclavicle; if, X T &
infraspinous fossa; ks, BH 2 keel of sternum; Sc, /A&
Scapula; sf, X b % supraspinous fossa; sp, /&M X spine of

scapula; St MH sternum

Zhangheotherium ¥ [8] 8 &
(B2)RKEIERKMEE=A
¥, TR F 8 Ja A T G 5 7 B R
B RTES, 2. A AN IR T &
A—THEAYEAURKRE,
S58FMRTHUESN X, K
BEHMEN R, A5, 8157
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2 et 35 i A ERR, o B, BRSRRY B K, S i % T T 2 R AR, 5 R IF B Y R I A
AT WX, HIPE RS, AR BT, B 5T B A I KR AR S TE 5)
B EEAEZ42Z)ARTE @A EEZ4Z22)FHS, ARRA SRR, HigEs+
SEL. FASEBRZEAE VSRR, FEMRE ZFHOT. FE%, 4F
B, W 1 8 B AR 3 O 1, MR TR IR AP R A . SR FBANE BRI R
&, HEUR B RETERLS, SRNEREAH.

Zhangheotherium ) BB (B 3) T BB BRI K, BBRIE, KAMA —RTFHRE
M, BEMAMRERER XVTE-AEHRARERANE. BRERRD, HHWs
*AWEBBAR., RE@ENERBENENSRETHE-PWAK. BEAUE—
MBEERE-BAE -MMESHE LREOREBAXY, ZMETHE —TR
RESHELMEAZXTEMES., REERWA, N SMIERA SRR ERE. R
BT HE R RSN, ERXTEMGE, SRETAR 70° KA, HIMIF -HHER.
R (B 3)EW I —EREMANE, SHE ERRERHEXT, KEAZNAZXTE.
BELREE S RE IR, T RERTe, HERRELNRE BROPMRE. T
W XA ML R E, BAEA R ER.

B3 R (V7466, ERIBRA) WA (A). A (B)MELE RBER A
Fig.3 Left (A) and right (B) humerus, radius and ulna of Zhangheotherium quinquecuspidens
(IVPP V7466, holotype)

Abbreviations: dc, JH = Il ¥ deltopectoral crest; ec, b b 88 ectepicondyle; en, P L2
entepicondyle; enf, W _E# 7L entepicondylar foramen; gt, K& greater wbercle; H, Bi# humerus;
hh, i 8 3% humeral head; ig, % ¥ 634 intertubercular groove; lt, /N45715 lesser tubercle; op, MY
% olecranon process; R, B3E radius; rc, #2358 radial condyle; tm, 3% M wochlear notch; tr, ¥
% trochlea; U, RH ulna; uc, R & 8 unlar condyle; 1, R‘E L 888 %M /DX H articular
surface on ulna for articular circumference of the radius; 2, R'E b &5 R &80 &E X151/
H % wing-like process articulating with the medial aspect of ulnar condyle; 3,/ % X 1 H

articular circumference of the radial head

Zhangheotherium 2V E NWRBEH (B 4). LB 2HEBR, BHK, ARKHWBE,
RFRETHSMY. EMANE =R, ASARRKKAI=ZAET. AREAARE. ZAFE
=ZAK, GREMXET AREBAEIFTE, SARBABRKHIE, BESHEMXT. E0
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NELHURBESE, BSAAREKAIERE, LRE DNEABNKEHE. BREES
BN, AEMFIhBRRE, ERS=ABMARE XY, iHELE VAV LR
AR, L5 AREXT, ERER OLAZAEFEN, WX TFPRE, LS5 REH
X MEET I KZABTRER=/AE, BRR, 5AREHAE ZLLHE —/NERL, RiF
REREHARES), TRET L PREEZAE. ATHARE. ARE. AZAENIE
AFZE, EERMT/AEABHRER. BRESEMT. ZMF LA R 55 s R
fof i 1 B 2 K B 95 3l SR 4T, TS Q03P B A Q) A B 4% W D ) T B T R AR o TR

S5mm

B4 HRKME (V7466, ERGFR)HNET, BH
Fig.4 Right hand of Zhangheotherium quinquecuspidens (IVPP V7466, holotype), dorsal view
Abbreviations: Ce, F 3 centrale; Ct, kiR E capitatum; Ha, #4R & hamatum; Lu, AR T
lunatum; Mcl —V, % # I—V Metacarpal [—V; Mph, F B ¥ & middle phalange; Pi, G &
pisiform; ?Pp, °I 88 4 Fi 35 H B A possible fragment of prepollex; Pph, 3T %45 ¥ & proximal
phalange; R, #%F radius; Sd, f IR B scaphoideum; Td, /% i & trapezoideum; Tm, K £ f &
trapezium; Tph. %1637 H terminal phalange; Tq, =f & triquetrum; U, & ulna

Zhangheotherium WEF (A HKEXKFIM>IV>1I> V> HBEE 1—Ivk
BEREE, R 5 il — B, IR T U0 85 1A VEsg s, KESE, A% E
I —2k, 25 TRM, %28 1 WIERAAMES vV ERSMUR K, MR 7 mds
AEER I-IVE/NMIAE. BEREAETHEIN HAZKYE=ZHKE@E4). XV
HERMER MESH, AEMRE. HagWiEEngamat., i 25ARE
M, EEFMEFZRRENHEEZANXYTEHYT BT WEBEE,

22 AIBERE

Zhangheotherium W) BE B F0 it BRAFAE € R JLR Hr A0 B 2%, R o i B MR LS B E I 3
YT HBR PR S B, Zangheotherium XA RE T BRMEHEEW. &E X
RS HNEEMXTE EXEH WM #HS % Jenkins and Weijs, 1979;
Kielan—Jaworowska and Gambaryan, 1994; Rowe, 1988). BB Ei%k, L5 Eibth
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B &t morganucodontids F1 ¥ fl. A5 i# 4 (Jenkins and Parrington, 1976) . {H H 38 #1{R &
EHIA YRR LB, FERRMFIAMEE R, MEMS S AR MER
W, M RZER 4 B B BB O BT 3R (Klima, 1987, Krebs, 1991; Rougier, 1993). 5 &4,
KE KK E BB (Klima, 1973)# L, Zhangheotherium W B8 B B 24 4B (Hu et al.,
1997, fig.3). [ B, B W & [ F morganucodontids ¥ T F & (& 8 & (Jenkins and
Parrington, 1976). Zhangheotherium BI8i B WIERE K EWERHEAN KNS ZRIGE
R (Sereno and McKenna, 1995). Zhangheotherium ¥ B8 HH LR K IFH g5
W PL 3h Y i IR AR 4R AE (Hu er al.,, 1997).

Gambaryan and Kielan-Jaworowska (1997)V3449 7 ME %), ¥R REW ALY
&, fb & BAED (sprawling) # B B 2 % X B T W W B 3L (parasagittal, B B 5 K F & R & F
TR ERN =S E—REXT IR B (MIEBER); & ER/NGT I
REWHER); EBEEVEBER (MER)., MLIEHEE, EEWiRHAEEREN
R E, B Z XM A EHESTRENMAKET (X5 Sereno and McKenna, 1995
B AN), SHEMBESZHEENERL 3. JF& 1033y o0 6] s R
(Jenkins and Parrington, 1976; Jenkins and Schaff, 1988; Kielan-Jaworowska and
Gambaryan, 1994; Pridmore, 1985), St % () 82 (B A i R P9 35, A BF K55 IO w7 A
W HIL. Zhangheotherium WRE—R & X T HBER, REHRER X L BEFmEE
B GO°), B RETHET /NG (Hu er al,, 1997 RAIHFRD, XEAERE
BEHERRmE RN B R BT RGN ENEN R ELR ZH., EREBEN
A& 4] 3% B o A B B R R RS A R — 7 T A TR B, X R AT RS B I A UE (Jenkins, 1973).
LR EFZHARNE LR R R. FES%) QR BA — & 8B E K5 & (Jenkins, 1971),
Zhangheotherium W I BN B TR SE g h R 26, wT DA 7B A1 8 B wij B A0 B ST BY A A 22 (8]
By EAR, ZENE RN EAE NN RSN K (Kielan-Jaworowska and Gambaryan,
1994), .5 A B R E L1 (Sereno and McKenna, 1995), ¥ @B bt EA B HEE
SH. WAL, Zhangheotherium W PIE W SR ER MIE BN X7, B RE R S AT AL DA BB N HF
# sh i # 3h, AT B R R # 893E 3h 8B 7 #17E B E X morganucodontids 1 B L 2K T 38 K
(Jenkins and Parrington, 1976). Z MW E XMW HFRA LM E SIS (Meng and
Miao, 1992; Sereno and McKenna, 1995).
23 WEIH

W 3L 3h Yy & B B A0 TR AR AE 4R 4E BB R B 3h W 9 % 8. > ¥ (Haines, 1958; MacLeod
and Rose, 1993). 5 UtAH 3 H M 2L 30 Y 2 & WA E IRy A WK B8 2 AR R X I (Krebs,
1991 % B % #4856 SC#K) . Jenkins (1974) & Jenkins and Parrington (1976) i\ 3k, Ak
P EFIH E P 5T morganucodontids X I R W AL S M ORI, ENR AL
MR RIS — RESRA W LA RS ShABE Ay, SRR IR A4 R Rk e 4k 7 v L 3h A P RR
IE AR R (ZE A A 70 3 b 15 3 ) A B IE B9 S O BB %38 3h ) o B 0 S0 4] A2 Y £ (v R,

FAEREISY S, T8 &K FRRETFHRD (Kielan-Jaworowska, 1977, 1978).
Zhangheotherium W R &L m Bl X P HE G P&, R AL ArE B W IMNER, KERET
RERM BT XM 0 EH K — 2% £ 98 & % (Krause and Jenkins, 1983), EVE I
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morganucodontids # Y8 B K (Jenkins and Parrington, 1976). Zhangheotherium B8 & 8% #
H3H K5 Asioryctes ¥ 8l (Kielan—Jaworowska, 1977), 1Bk R K AiiBIEF,. W E
WEREFEER, EE 1M VREEAIMER, BREBXSEBYBE. BT Asioryctes,
Zhangheotherium ) F 3 88 T A A & R 2K M 0 5 28 o % W # “spreizhand”
(Kiélan~Jaworowska, 1977).

-~ WNFEEWE, Zhangheotherium M FHBHEE M EAMITEBEREK, EAR
AXEFIERS, FENBIESEEREH BN EEIANMHESR, = /B
WHEFRFAE (Krebs, 1991; Macleod and Rose, 1993). ®ILLiAK, Zhangheotherium A 72 4L
BB WA 3 Y , 8 morganucodontids —FEFEA B LML EIE SRR, RIFREBIEW
B H A K AR A LA S T T 3 O

Krebs (1991) iAJA  Henkelotherium MR, FH KR BACE M o th 2RI
Rougier (1993) W ¥ Vincelestes & JR X #b 6 3 #; Jenkins and Schaff (1988) %
Gobiconodon BEYEHWIZIY; Krause and Jenkins (1983)iARdb ek A F it i) — L L8 5
BR R BA R RHEBIY; Kielan—Jaworowska and Gambaryan (1994) A b JE 34 8 19 T it
HERBAESXRARBEREES., IETREWAEPHALHBEEIEHFAIRA—H, ™
& B RRAT D S AT ZE S BL S A Y AL Sk AR AT BB R £ IR R W, Zhangheotherium V€ J 828
BEHEAPREI XNEPRR, RFXTX X R PBTLIE S35 ER—F T H,

3 Z5iE

Zhangheotherium & BRI B X+ - REFEN LR, HLRERESEFEERE
S RIERATT B IR MG E K ST S ME— B K E.

Zhangheotherium R BRH U EYP S XHWEPB R, BARER (FRLEMA KAL)
HRAZHRAEBRBUEHT BN R GEWRES R ERTRRAELHE L E
MIFE R RS EREWH IR\ A E RN B HE QR MBS, BEH R R
BHHES)WERTEHIIHENERG L, ARG ESEZEsI Xt ki
TR Zhangheotherium I HEN B AR R, MXAHESEFEH TN T2 N E
BA B M L.

HHABYHRRAAETXRABRAEFERPERBILNYHEHAR PO ERZREZ — (Hu
et al, 1997 FIH T FEHMMHX M), F AL, MELNAESRRARNSE R ELRN
fi®. Meng and Wyss (1995) %% T H i FEM . Kielan-Jaworowska¥ (1987) 7E A
E LA BRE “reversed triangle” HEARNMEM LR ET —NMEERRHIME. BALKR
BAMEA. Wible and Hopson (1993) % Meng and Wyss (1995) K SURRFAE A E 1L
EMEBBEEELHR—-TBER., S —BEEXFES R G ERIENE A HKEE, I
AR BEILKERE Z I (Rowe, 1988; Sereno and McKenna, 1995; Rougier, Wible and
Hopson, 1996). X # Sereno 1 McKenna(1995) EZE# — £ A NN W AL MBI RER K
BHMitFEH L E BT (3 XN Gambaryan and Kielan—Jaworowska, 1997 LA X Rougier,
Wible and Novacek, 1996 I x3& ).
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EMREASIYHNERAREXR. BTEHSEZOM RSN, BRI E T i E Mt 2 3T
KT 1B 9. Zhangheotherium M RHMRE 522, ARINMAR WA IY EE LR R G
F(ARUTEENBRNTENERIEE. ¥ Zuangheotherium RIFH R 1R B X & HIFE
EENANMANIYEARETON. BENELEMANEZXFTEEE (Hu e al,
1997, Fig.5). #KI\BE R T G, S5 EXRNH FER R WERICEWI Y R ER
F@ES)., EXHMORALRELT, BAXFEREFHIEN “reversed triangle” B B 14
EREELRGEEXHEABTEABEARELVIR MRRESAHEDIERABRRORA
H MBI (5 Sereno A1 McKenna, 1995 ISR ).

Tritylodontids
Morganucodontids

Gobiconodon

Monotremes
Multituberculates

g Tinodontidae
+ Amphidontidae

! Suoth American
' symmetrodonts

E Zhangheotherium
! Spalacotheriurm
! Spalacotheridium

+

" 'Symmetrdonta

i Spelacotheroides
! Symmetrodontoides:!

‘:: Henkelotherium
Vincelestos
L_E Marsupials
Placentals

s WASYRARTRMNBLFELBAAXRRREE (K Hy, e al, 1997 fig.5 BH)
Fig.5 Cladogram showing the phylogeny of mammals (modified from Hu et al, 1997) with

kBl

main taxa of symmetrodonts marked on it (with fine line)

Sxith B (BEMA XN T AL THRAGMNEEY: A (BX) R “EE=A"2AKE; BHF
IBRAEFMNEEEBNERNE CHEREMTHALSTF TENZARIGA=AE; D BEH,
THKXHE; ETHRN=AKEHEES
Derived dental and mandibular characters for nodes related to symmetrodonts (including taxa in
Box) are as follows: A.(Theria) “reversed triangular” molar; B. the dentary without trough for
postdentary elements; C. meckelian groove separated from mandibular foramen lodging in the
pterygoid fossa, trigonid of lower molar forming acute triangle; D. (Spalacotheriidae)

without talonid on lower molar; E. trigonid of lower molar more compressed

FREBRASEH—SHANEM. EYPBHAIYHZTEHE 5L, BHMR
MERMAENEBRAEBRAN NE. IRSFENERHAELRBREBATHEAS I
(Hahn,1993), M AT E AL EHRAOH B E G A EHEEE =LA BALTH
THRARN—MIRAERXB. MBEENEARXZTLERAZM R BT (Archer e al,
1985); HET R B BE N =B R P kT M Kuehneotherium, TR 77k 5 & M H &
Bk B w4k B it i Henkelotherium, H 8 52 % B %45 B W Zhangheotherium BHR 7T BB 18
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ML, XEEHRARFHNERENFEEESABRE LRETHELBYFBRE,
MEBRNLAE N FE, EREMEBHNRARTEACRENEN., FRERE
REHERENS G TN BIRZ —, HE B RN TR RO ABER N LG
BERRMNEFRFLAEENHEE.

i AAARFHAFTERFRTREASREARERRD —“THRTLEHHEL
AR (KZ951-B1-410) B R ARAMEFLALTE — P B4 % % (Theria) A2 R, 484t
B EHHREFHR (49372069) 8K 3. A ERAGWARERBLRAL- R ERHLE
BT, ARBETETHEL PR T LR EH, Eb—H AT E RS,

8 % xX W

Archer M, Flannery T F, Richtie A et al, 1985. First Mesozoic mammal from Australia—an early Cretaceous
monotreme. Nature, 318: 363—366

Bonaparte J F, 1986. Sobre Mesungulatum houssayi y nuevos mamiferos creticicos de Patagonia, Argentina. Act.
IV Congr. Argentino Paleont Bioestratigr. (Mendoza), 2: 48—61

Bonaparte J F, 1990. New late Cretaceous mammals from the Los Alamitos Formation, northern Patagonia. Natl.
Geogr. Res., 6(1). 63—93

Cassiliano M L, Clemens W A, 1979. Symmetrodonta. In: Lillegraven J A, Kielan—Jaworowska Z, Clemens W A
eds. Mesozoic Mammals: the First Two—thirds of Mammalian History. Berkeley: University California Press.
150—161

Cifelli R L, 1990. Cretaceous mammals of southern Utah. IIl. Therian mammals from the Turonian (early Late
Cretaceous). J. Vert. Paleont., 10(3): 332—345 v

Cifelli R L, Madsen S K, 1986. An Upper Cretaceous symmetrodont (Mammalia) from southern Utah., J. Vert.
Paleont., 6(3): 258—263

Clemens W A, 1963. Late Jurassic mammalian fossils in the Sedgwick Museum, Cambridge. Palaeontology, 6:
373—377

Crompton A W, 1971. The origin of the tribosphenic molar. In: Kermack D M, Kermack K A eds. Early
Mammals. Zool. J. Linn. Soc., S0(suppl.1): 65—87

Crompton A W, Jenkins Jr F R, 1967. Amercian Jurassic symmetrodonts and Rhaetic ‘Pantotheres’. Science, 155:
1006—1009

Crompton A W, Jenkins Jr F R, 1968. Molar occulusion in Late Triassic mammals. Biol. Rev., 34: 427—458

Crompton A W, Kielan—Jaworowska Z, 1978. Molar structure and occulusion in Cretaceous therians. In: Butler P
M, Joysey K A eds. Studies in the development, function and evolution of teeth. London and New York:
Academic Press. 249—287

Clemens W A, Lees P M, 1971. A review of English Early Cretaceous mammals., In: Kermack D M, Kermack
K A eds. Early mammals. Zool. J. Linn. Soc., 50(suppl.1): 117—130

Datta P M, 1981. The first Jurassic mammal from India. Zool. J. Linn. Soc. London, 73: 307—312

Fox R C, 1976, Additions to the mammalian local fauna from the upper Milk River Formation (Upper
Cretaceous), Alberta. Can. J. Earth Sci., 13(8): 1105—1118

Fox R C, 1984. A primitive, “obtuse-angled” symmetrodont (Mammalia) from the Upper Cretaceous of Alberta,
Canada. Can. J. Earth Sci,, 21: 1204—1206

Fox R C, 1985. Upper molar structure in- the Late Cretaceous symmetrodont Symmetrodontoides Fox, and a
classification of the Symmetrodonta (Mammalia). J. Paleont. 59: 21—26



2 ¥ SRS . 3R B (Zhangheotherium) W P59 MR B TE & 113

Gambaryan P P, KielanJaworowska Z, 1997. Sprawling versus parasagittal stance in multituberculate mammals.
Acta Palaeont. Pol., 42: 13—44

Hahn G, 1993. The systematic arrangement of the Paulchoffatiidae (Multituberculata) revisited. Geol. Palaeont., 27:
201—214

Haines R W, 1958. Arboreal or terrestral ancestry of placental mammals. Quart. Rev. Bio., 33: 1—23

Hopson J A, 1994. Synapsid evolution and the radiation of nop—eutherian mammals. In: Prothero D R, Schoch R
M eds. Major features of vertebrate evolution. Short Courses in Paleontology, 7: 190—219

Hu Y M, Wang Y Q, Luo Z X et al,, 1997. A new symmetrodont mammal from China and its implications for
mammalian evolution. Nature, 390: 137—142

Jenkins Jr F A, 1971. Limb posture and locomotion in Virginia opossum (Didelphis marsupialis) and in other
non—cursorial mammals. J. Zool. London, 165: 303—315

Jenkins Jr F A, 1973. The functional anatomy and evolution of the mammalian humero—ulnar joint. Amer. J.
Anat., 137 281—298

Jenkins Jr F A, 1974. Tree shrew locomotion and the origins of pnmate arboresalism. In: Jenkins Jr F A ed.
Primate locomotion. New York: Academic Press. 85—115 )

Jenkins Jr F A, Parrington F R, 1976. Postcranial skeleton of the Triassic mammals Fozostrodon, Megazostrodon,
and Erythrotherium. Phil. Trans. R Soc. London, 273B: 387—431

Jenkins Jr F A, Schaff C R, 1988, The Early Cretaceous mammal Gobiconodon (Mammalia, Triconodonta) from
the Cloverly Formation in Montana. J. Vert. Paleont., 6(1);: 1—24

Jenkins Jr F A, Weijs W A, 1979. The functional anatomy of the shoulder in the Virginia opossum (Didelphis
virginiana). J. Zool. London, 188: 379—410

Kemack D M, Kemmack K A, Mussett F, 1968. The Welsh pantothere, Kuehneotherium praecursoris. J. Linn.
Soc. Zool.,, 47. 407—423

Kielan-Jaworowska Z, 1977. Evolution of the thenan mammals in the Late Cretaceous of Asia, Part II
Postcranial skeleton in Kennalestes and Asioryctes. Palaeont. Polon., 37: 65—83

Kielan—Jaworowska Z, 1978. Evolution of the therian mammals in the Late Cretaceous of Asia, Part IIL
Postcranial skeleton in Zalambdalestidae. Palaeont. Polon., 38: 3—41

Kielan—Jaworowska Z, Gambaryan P P, 1994. Postcranial anatomy and habits of Asian multituberculate mammals.
Fossils and Strata, 36: 1—92

Kielan—Jaworowska Z, Crompton A W, Jenkins Jr F A, 1987. The origin of egg-lying mammals. Nature, 326:
871—873

Klima M, 1973. Die Frilhemtwicklung des Schiiltergiirtels und des Brustbeins bei den Monotremen (Mammalia:
Prototheria). Adv. Anat. Embryol. Cell Biol., (47): 1—80

Klima M, 1987. Early development of the shoulder girdle and sternum in marsupials (Mammalia: Metatheria). Adv.
Anat.. Embryol. Cell Biol., 109: 1—91

Krause D W, Jenkins Jr F A, 1983, The postcranial skeleton of North American multituberculates. Bull. Mus.
Comp. Zool., 150. 199—246

Krebs B, 1985. Thena (Mammalia) aus der UnterKreide von Galve (Provinz Teruel, Spanien). Berliner Geowiss.
Abh., A, (60); 29—48

Krebs B, 1991. Das Skelett von Henkelotherium guimarotae gen. et sp. nov. (Eupantotheria, Mammalia) aus dem
Oberen Jura von Portugal. Berliner Geowiss. Abh. A, (133): 1—110

Krusat B, 1989. Isolated molars of a triconodont and a symmetrodont (Mammalia) from the uppermost Jurassic of
Portugal. Berliner Geowiss. Abh., A, (106): 277—289

Li CK, Wang Y Q, Hu Y M er al, 1995. A symmetrodont skeleton from the Late Jurassic of western Liaoning,
China. In: Sun A L, Wang Y Q eds. Sixth Symposium on Mesozoic Terrestrial Ecosystems and Biota,



114 o OB K 3 Y ¥ # 36 #

Short Papers. Beijing: China Ocean Press. 233

MacLeod N, Rose K D, 1993. Inferring locamotor behavior in Paleogene mammals via eigenshape analysis. Amer.
J. Sci., 293A: 300—355

Martin T, 1995. Dryolestidae from the Kimmeridge of the Guimarota coal mine (Portugal and their implications
for dryolestid systematics and phylogeny. In: Sun A L, Wang Y Q eds. Sixth Symposium on Mesozoic
Terrestrial Ecosystems and Biota, Short Papers. Beijing: China Ocean Press. 229—231

McKenna M C, 1975. Toward a phylogenetic classification of the Mammalia. In: Luckett W P, Szalay F S eds.
Phylogeny of the Primates. New York: Plenum Publishing Corporation. 21—46

Meng J, Miao D S, 1992. The breast-shoulder apparatus of Lambdopsalis bulle (Multituberculata) and its
systematic and functional implications. J. Vert. Paleont., suppl., 12(3): 43A

Meng J, Wyss A, 1995. Monotreme affinities and low—frequency hearing suggested by multituberculate ear. MNarure,
377: 141—144

Patterson B, 1955. A symmetrodont from the Early Cretaceous of northem Texas. Fieldiana (Zool.), 37: 689—693

Patterson B, 1956. Early Cretaceous mammals and the evolution of mammalian molar teeth. Fieldiana (Geoll), 13:
1—105

Pridmore P A, 1985. Termrestrial locomotion in monotremes (Mammalia, Monotremata). J. Zool. London, 205: 53—
73

Prothero D R, 1981. New Jurassic mammals from Como Bluff, Wyoming, and the interrelationships of
non-tribosphenic Theria. Bull. Amer. Mus. Nat. Hist, 167: 277—326

Rougier G W, 1993. Vincelestes neuquenianus Bonaparte (Mammalia, Theria), un primitivo mammifero del
Cretacico Inferior de la Cuenca Neugina. Ph. D. Thesis, Universidad Nacional de Buenos Aires. Facultad
de Ciencias Exactasy Naturales. Buenos Aires. 1—720

Rougier G W, Wible J R, Hopson J A, 1996. Basicranial anatomy of Priacodon fruitaensis (Triconodontidae,
Mammalia) from the Late Jurassic of Colorado, and a reappraisal of mammaliform interrelationships. Amer.
Mus. Novit,, (3183): 1—28

Rougier G W, Wible J R, Novacek M J, 1996. Scientific correspondence “multituberculate phylogeny.” Nature,
379: 406

Rowe T, 1988. Definition, diagnosis, and origin of Mammalia. J. Vert. Paleont. 8: 241—264

Sereno P, McKenna M C, 1995. Cretaceous multituberculate skeleton and the early evolution of the mammalian
shoulder girdle. Nature, 377: 144—147

Sigogneau-Russell D, 1989. Découverte du premier Symmétrodonte (Mammalia) du continent afrcain. Com. R
Acad. Sci., Sére II, 309: 921—926

Sigogneau—Russell D, 1991. Nouveaux Mammiféres thériens du Crétacé inférieur du Maroc. Com. R Acad. Sci.,
Série I, 313: 279—285

Simpson G G, 1925a. Mesozoic Mammalia. II: Tinodon and its allies. Amer. J. Sci, 5th series, 10(60): 451—470

Simpson G G, 1925b. Mesozoic Mammalia, I  Preliminary comparison of Jurassic mammals except
multituberculates. Amer. J. Sci,, 5th series, 10(60): 559—569

Simpson G G, 1928. A catalogue of the Mesozoic Mammalia in the Geological Department of the British
Museum. London: William Clowes and Sons, Ltd. 1—215

Simpson G G, 1929. American Mesozoic Mammalia. Mem. Peabody Mus. Yale Univ., 3: 1—235

Wible J R, Hopson J A, 1993. Basicranial evidence for early mammal phylogeny. In: Szalay F S, Novacek M J,
McKenna M C eds. Mammal Phylogeny: Mesozoic Differentiation, Multituberculates, Monotremes, Early
Therians, and Marsupials. New York: Springer-Verlag. 45—62

Yadagiri P, 1984. New symmetrodonts from Kota Formation (Eardy Juﬁssic), India. J. Geol. Soc. India, 25:
514—521



2 R Y% . 5K (Zhangheotherium) B 155 FBT BT & 115

Yadagiri P, 1985. An amphidontid symmetrodont from the Early Jurassic Kota Formation, India. Zool. J. Linn.
Soc. London, 85: 411—417
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Zhangheotherium quinquecuspidens Hu et al., 1997 (IVPP V7466, holotype) is a
symmetrodont mammal of Jurassic—Cretaceous  transitional age. This taxon is
represented by the first skeleton known to date among all symmetrodonts worldwide.
This material casts significant new light on the study of morphology, phylogeny and
life style of early mammals in general and therian mammals in particular (Li et al.,
1995; Hu ef al, 1997). In this paper we provide a detailed description of dental and
forelimb morphologies of Zhangheotherium and discuss its systematic position, posture
and locomotion. The appendices provide a list of mammalian characters and their
distribution in Zhangheotherium and some other taxa, on which a cladistic analysis is
based and a phylogeny of mammals has been proposed (Hu ez al, 1997, Hg.5).

1 Dental morphology and systematic position of Zhangheotherium

1.1 Dental morphology (Fig.1) .

The dental formula is 3.1.2.5/ 3.1.2.6. All teeth are anteroposteriorly longer than
wide.

All incisors and canines are conical and single — rooted. The procumbent il is
enlarged, at least twice as long and high as i2, 3. An enlarged il seems common in
Mesozoic mammals, such as multituberculates, gobiconodontids, triconodontids and
zalambdalestids. The function and morphology of this kind of enlarged conical incisors
are obviously different from the evergrowing, and chisel-like incisors of gliriform
mammals. The lower canine of Zhangheotherium is similar to but slightly larger than
i2, 3. The wupper incisors are small. There is no evidence for the presence of an
enlarged upper canine. Two lower premolars are double-rooted and have laterally
compressed crown with conical cusp, small anterior and posterior basal cuspules and
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without cingulid. Upper premolars are not well-preserved on the type specimen of
Zhangheotherium quinquecuspidens.

Of the six lower molars, m3—5 are nearly equal in size, while ml, 2 are smaller
and mé6 is the smallest. The m2-5 are similar in structure. Three main cusps, a, b
and ¢ (terminology follows Crompton and Jenkins, 1968) form a nearly symmetrical
acute triangle. Cusp b and ¢ are about two—thirds as high as cusp a and cusp b is
slightly larger than cusp c¢. These conical cusps are blunt and separate from each
other with lower and weak—developed cristids ¢—c and a-b. Cusp b and ¢ are not
connate at their bases, so that the trigonid basin is wide open. There is also no
cingulid on both buccal and lingual sides of the crown, but some tiny swells are
present at the base of the lingual side. Each of the pre— and post—cingulids widens
lingually and terminates as a cuspule at the lingual end; the anterior and posterior
cuspules are called cusp e and d, respectively. There are abrasions on apexes of cusps,
cristids and cingulids. The ml has relatively smaller cusp b and ¢, about one third as
high as cusp a. The mé has well-developed cusp » and e, but its posterior half of
the crown is reduced.

Only left M2—5 of upper molars on IVPP V7466 can be clearly seen. They are
double-rooted and similar in crown structure. The crown is also triangular. Cusp A4 is
large, conical and dominates the crown. Cusp B and D are at the antero- and
postero—buccalof the tooth. Two weak and blunt cristae extend along the anterior and
posterior crown edge from cusp A to cusp B and D, respectively. A cusp is present
in the middle of the anterior crista and has been marked as cusp B’ by Hu et al
(1997: fig.2). The cusp C is also present on the posterior edge, between cusps A and
D. Cusp B'and C are blunt and conical and larger than cusp B and D. A low buccal
cingulum stretches from cusp B to cusp D, and is concave in the middle where tiny
swells are present. M3 has the typical structure for upper molar, which has a large
cusp B' and relatively small cusp C. Cusp B' decreases in size from M3 to M5,
while cusp C shows the opposite trend. The cusp C are small on M2, but the cusp B’
on this molar is damaged.

1.2 Systematic position

Zhangheotherium has been referred to the Spalacotheriidae of Symmetrodonta
based on the nearly symmetrical triangular arrangement of cusps on the trigonid (Hu
et al, 1997). The lower molars of Zhangheotherium have blunt trigonid cusps, weak
cristids, large cingulid cuspules, but no buccal and lingual cingulids. In contrast, those
of other spalacotheriids have trenchant cusps, well-developed cristids, small cuspules,
and complete cingulid (Spalacotherium, Symmetrodontoides  and  possibly
Spalacotheridium) or only no buccal cingulid (Spalacotheroides). The lower molars of
Zhangheotherium are similar to those of Spalacotherium and Spalacotheridium in
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having relatively widly opened trigonids, which are different from the compressed
trigonids on the lower molars of Symmetrodontoides. The lower molars of
Spalacotheroides are in an intermediate condition. Among  spalacotheriids
Zhangheotherium is most similar to Spalacotherium. However, the two genera further
differ in that Spalacotherium has a lower dental formula of 3 +.1.3.7, an enlarged and
double—rooted lower canine, and complete cingulids on lower premolars.

The fossil material of spalacotheriid upper dentition is relatively rare, and most of
them are referred specimens. Peralestes is a spalacotheriid genus based on upper
dentition (Simpson, 1928). It is similar to Zhangheotherium in upper molar structure,
and differs from the latter in having smaller size, a different dental formula of upper
cheek teeth (3.7)(Clemens, 1963), and more trenchant cusps and cristae. The
similariies of upper molar between Zhangheotherium and Peralestes on the one hand
and those of the lower molar between Zhangheotherium and Spalacotherium on the
other support the synonymy of Peralestes to Spalacotherium (Simpson, 1928; Clemens,
1963). Patterson (1956) referred three isolated upper molars to Spalacotheroides
bridwelli. They are different from those of Zhangheotherium and Peralestes in having
hook—like parastylar and metastylar areas, thus their systematic position is questionable.
Fox (1985) described two Symmetrodontoides upper molars. Unlike those of
Zhangheotherium,  Peralestes and Spalacotheroides, they are antero— posteriorly
compressed with width larger than length, and have low cusp A4, a large stylocone,
but no cuspule on cristae. The explanation is either these teeth reflect the
specialization of spalacotheriids in late period of survival (Late Cretaceous) or they are
not spalacotheriid teeth at all. Microderson (Sigogneau—Russell, 1991) has only one
upper tooth, and it seems similar to those referred to Spalacotheroides bridwelli.

As in Spalacotherium (Peralestes) and Spalacotheroides, the upper and lower
molars in Zhangheotherium have the same width, but both are longer than wide.
Because the talonid is absent on the lower molars, the upper molars occlude into the
embrasures of the lowers. The opposite movement of upper and lower dentitions
during occlusion dominates the occlusal activity of the spalacotheriids, which is
associated with limited transverse movement as indicated by the wear striations on
lower molar of Symmetrodontoides (Cifelli and Madson, 1986).

Symmetrodonta, as a mammalian order at the same rank of Triconodonta and
Pantotheria, was proposed by Simpson (1925b) for Mesozoic mammals with lower
molars that are basically symmetrical and lack the talonid. Recently, many authors
included Kuehneotheriidae, Tinodontidae, Amphidontidae and Spalacotheriidae in
Symmetrodonta (Cassiliano and Clemens, 1979; Fox, 1985; versus Prothero, 1981).
Among them, Kuehneotheriidae and Tinodontidae have molars of archetype for all
other therians (Crompton and Jenkins, 1967, 1968), thus they occupy basal positions
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in therian phylogeny. Amphidontidae (Simpson, 1929; Cassiliano and Clemens, 1979)
represent a primitive therian clade in which molars usually have reduced cusps.
Spalacotheriidac represents another clade of primitive therians commonly distributed in
the Laurasia. Howerever, Bonaparte (1990) and Cifelli (1990) referred some taxa from
the Late Cretaceous of Argentina to Spalacotheriidae. These taxa are similar to
Laurasian spalacotheriids in having lower molars without talonid, but their upper
molars often have a large stylocone in the center of the trigon. It is probable that
these Argentine forms are part of an archaic therian group that is phylogenetically
distant from Laurasian spalacotheriids and have their own evolutionary history in the
Gondwana landmass (Bonaparte, 1990). Bonaparte (1990) also proposed several new
symmetrodont families based on materials from the same area as those
“spalacotheriids” in Argentina. Like those referred to Spalacotheriidae, they probably
represent the primitive therian clades evolved in Gondwana landmass. Datta (1981)
and Yadagiri (1984,1985) referred some genera from Early Jurassic of India to
Symmetrodonta. The presence of symmetrodonts is also reported in Africa and Europe
(Sigogneau—Russell, 1989, 1991; Krebs, 1985, Kraust, 1989). The Order
Symmetrodonta includes 6 families 27 genera up to date, which range from
Rhaetic—Liassic to Late Cretaceous in age and are distributed on all continents except
Australia and Antarctica. It is mixture of basal therians and some other primitive
therians, therefore paraphyletic, and forms outgroups of modern therians.

2 Features of the shoulder girdle and the forelimb, posture of the
forelimbs and habit

The postcranial skeleton of Zhangheotherium has been described briefly by Hu et
al. (1997). This paper will focus on those related to the forelimb posture and habit.

2.1 Morphology of sternal apparatus, shoulder girdle (Fig.2) and forelimb (Fig.
3,4)

The interclavicle is roughly isosceles triangle with short and broad lateral processes,
and eclongated narrow posterior process. Shallow fossae are developed on the lateral
process for reception of the proximal ends of clavicles. The interclavicle attaches to
the ventral side of the anterior sternum with its posterior process contacting the sternal
keel. The thin and broad sternum is unsegmented with posterior part expanded laterally.
Clavicle is rod-like with two ends expanded. Its convex margin directs forward. The
proximal end lodges in the fossa on the lateral process of interclavicle, forming a
mobile articulation. The distal end is thicker than the proximal one and bears a spiral
surface for contact with the acromion of scapula. The smooth surface indicates some
degree of slide between clavicle and acromion. The scapula of Zhangheotherium is of
typical .therians. Its suprasinous fossa is fully developed and as large as half of
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infraspinous fossa. The scapular blade is roughly trapezoic with straight dorsal margin.
The scapular spine is high and thickened towards acromion. The acromion is very
thick and bent anteriorly. The glenoid is shallow, oval in outline and faces ventrally.
It seems slightly twist relative to the main plane of the scapule. It is narrow
compared with the head of humerus. The coracoid is reduced as a hook-like process
on the anterior end of the glenoid and forms the anterior margin of the glenoid.

The humerus is twisted at about 30°. The humeral head is spherical and bend
posteriorly. Both greater and lesser tubercles are prominent. The long deltopectoral
crest is thickened and extends distally to a point beyond the half of the shaft. The
shaft of humerus is nearly round in cross—secion and the ectepiconlyle and
entepicondyle are prominent. The entepicondylar flange is twice as wide as the
ectepicondylar flange. A large entepicondylar foramen is located above the
entepicondyle, but no ectepicondylar foramen exists. The radial condyle is spherical
and prominent. A wide and shallow groove, regarded as the trochlear notch (Hu et al,
1997), is present medially to the radial condyle. The ulnar condyle is vestigial, but
the articﬁlar surface extends to its medial side. The olecranon process of ulna in
Zhangheotherium is bulbous and asymmetrical as that of morganucodontids (Jenkins
and Parrington, 1976). The ulnar trochlea extends at an angle of about 20° with the
shaft. A wing-like structure medial to the trochlea articulates with the medial side of
the ulnar condyle of humerus. Distomedial to the trochlea is a smooth facet for
contact with articular circumference of the radius. The wulnar shaft is laterally
compressed and has longitudinal sulci on both sides at one—third proximal part. The
shaft becomes more slender distally. The articular surface on its distal end is simply
round and possibly without styloid process. The proximal end of the radius has a
concave surface for articulation with radial condyle of the humerus. The articular
circumference on its posteromedial side is straight. Distal to the articular circumference
is a short ridge along the shaft which is possibly associated with the attachment of
the forearm flexors and the radio—ulnar interosseous ligament (Jenkins and Parrington,
1976). The radial shaft expands distally. The distal end is twice as wide as that of
the ulna. There is no evidence for the development of styloid process in the radius.

Zhangheotherium has at least nine carpi (Fig.4). The largest carpus, pisiform, is
rod-like and situated laterally to the distal end of the ulna. The proximal row is
composed of three carpi: triquetrum, lunatum and scaphoideum. The triquetrum is large,
triangular in outline and articulates with the ulna. The lunatum is small, nearly
quadrate. The scaphoideum is rectangular in outline, larger than the lunatum and
smaller than the trapezium. Both the lunatum and the scaphoideum articulate with the
radius. In the distal row, there are at least four carpi. Of them, the hamatum is the
largest and has a trapezial outline. It contacts triquetrum and lunatum proximally and
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articulates with metacarpal V and IV. The capitatum is small, nearly round, contacts
the lunatum proximally and articulates with metacarpal IIl. The trapezoideum is the
smallest of four distal carpi, roughly quadrate, contacts the centrale proximally and
articulates with metacarpal II. The trapezium is larger than the capitatum, triangular in
outline, extends proximally over the line of proximal ends of other distal carpi, and
articulates with metacarpal I and contacts metacarpal II. The centrale is the smallest
element of the carpi, roughly triangular, situated distally to the - scaphoideum and
proximally to the trapezoidum, and also contacts lunatum and capitatum. A fragment
between the scaphoideum and the trapezium is possibly a fragment of prepollex, but it
cannot be identified with any certainty. The joint between the hamatum and metacarpal
V and that between the trapezium and metacarpal I orient obliqually. The proximal
row and the distal row of the carpus, together with the centrale, form an articulation
allowing somewhat extensive flexion and extension of the manus,

The relative length of the metacarpals are III > IV > II > V > 1. Metacarpals II-TV
are subparallel, close in length and shape, with distal end wider than proximal end.
Metacarpal V is slightly longer than Metacarpal I, and the latter is only as long as
half of Metacarpal IIl. The metacarpal I is the widest among metacarpals. The
enlarged proximal end of metacarpal I protrudes medially, while that of metacarpal V
protrudes lateroproximally. The phalangeal formula of Zhangheotherium is- 2.3.3.3.3.
- Terminal phalanges are slightly compressed laterally. Their ungual processes for
supporting the claws are slightly recurved, and have well-developed extensor processes
and flexor tubercles. The proximal and middle phalanges are wider at proximal ends
than at distal ends. The articular surfaces between metacarpals and phalanges extend
dorsoventrally.

2.2 Posture of forelimbs

The morphological features of humerus and elbow joint, as well as of shoulder
girdle and sternal apparatus, are often used for reconstructing forelimb posture of an
animal. Gambaryan and Kielan—Jaworowska (1997) summarized several features that
distinguish the sprawling posture from the parasagittal one in tetrapods, especially in
primitive mammals. Generally speaking, most non—therian mammals, such as
Ornithorhynchus, morganucodontids, and triconodontids, retain the sprawling posture to
some degree, and the parasagittal posture is probably established in the common
ancestor of living therians. Zhangheotherium achieves several features characteristic of
therians with parasagittal posture, e.g. the trochlear articulation at humero—ulnar joint,
narrow intertubercular groove of the humerus, and the greater tubercles wider than
lesser one. In addition, its shoulder, bringing along the forelimb, can move and rotate
against the clavicle and sternal apparatus. However, Zhangheotherium still retains some
primitive. characters, such as twisted humerus and condylar articulation between
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humerus and ulna, which are common in known non-therian mammals having
sprawling posture. It is reasonable to conclude here that the forelimb posture in
Zhangheotherium is at a transitional stage between the sprawling and parasagittal
posture. The similar condition also exists in multituberculates.

2.3 Habit

In mammals, the morphology of the arm and hand, and even claws, is thought
to be related to their habit (Haines, 1958; MacLeod and Rose, 1991). The key issue
related to this topic is the arboreal origin of mammalian habit. Jenkins and his
colleagues (Jenkins, 1974; Jenkins and Parrington, 1976) érgued that for
morganucodontids, as for living tree shrew, the differentiation of arboreal and
terrestrial habit is probably meaningless, because both arboreal and terrestrial substrates
are same uneven for such small animals.

The arms and hands of Zhangheotherium are among the best preserved specimens
of Mesozoic mammals. The smooth articulation between the ulna and radius of
Zhangheotherium allows the pronation—supination of its forearm to a degree close to
that of North American multituberculates. The arrangement of the carpal elements in
Zhangheotherium is similar to that in Asioryctes (Kielan-Jaworowska, 1977). Like
Asioryctes, Zhangheotherium has a “spreizhand” typical for living generalized
insectivores and rodents. The curvature of terminal phalanges of Zhangheotherium is
similar to that of the Late Cretaceous multituberculates (Krause and Jenkins, 1983;
Kielan-Jaworowska and Gambaryan, 1994). The hand of Zhangheotherium can flex
and extend to a considerable extent. The pollex and the digit V are somewhat
separate from other digits, but there is no evidence supporting opposable pollex and
grasping ability. Its claws may be similar to those of living terrestrial mammals. It
seems feasible that Zhangheotherium is capable of both climbing and walking, which
is similar to morganucodontids and living small mammals, such as tree shrews, and
possibly spends more time on ground than on trees as do most insectivores and
rodents.

Krebs (1991) regarded that Henkelotherium is arboreal and suggested that
marsupials and placentals originate arboreally. Rougier (1993) reconstructed Vincelestes
as a terrestrial animal. Jenkins and Schaff (1988) thought that Gobiconodon is
terrestrial.  Krause and Jenkins (1983) believed that some Late Cretaceous
multituberculates are typical arboreal animals, while Kielan—Jaworowska and
Gambaryan (1994) insisted that their Asian relatives live on the ground. It appears
probable that the life styles of Mesozoic mammals had greatly diversified, and that the
strict arboreal and terrestrial habits have developed independently within different
mammalian lineages. Zhangheotherium, as a late member of a primitive therian lineage,
represents the tendency toward terrestrial habit in that clade.
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3 Concluding remarks

Zhangheotherium is a late member of primitive therians, which evolved before the
common ancestor of modern therians. Its dentition indicates that it belongs to a clade
that had branched off from the stock that gave rise to the moderan therians. Its
postcranial morphology suggests that many modern therian features, such as those of
shoulder girdle, humerus, elbow joint, femur and foot and even the posture, already
appeared in primitive therians, but that full developments of these features were
accomplished relatively late in therian history.

The phylogeny of high—level mammalian groups is the central topic of the study
on Mesozoic mammals, and is on vigorous debates. Meng and Wyss (1995) summed
up main ideas. The key issue is about the position of monotremes and
multituberculates. As the first taxon with complete skeleton of very primitive therians,
Zhangheotherium provides important and direct evidence for understanding phylogenetic
relationships between different mammalian groups. Using the dental, cranial and
postcranial characters of Zhangheotherium and representatives of other mammalian
groups, our analysis suggested that multituberculates is the sister group of therians and
monotremes is the sister group of both multituberculates and therians (Hu er al., 1997
Fig.5). The cladogram of Hu er al. (1997: fig.5) is modified by marking some
symmetrodont taxa on it based on dental characters and mandibular features (Fig.5).

Given that this cladogram reflects the mammalian phylogeney, Symmetrodonta is
a paraphyletic group. Removal of the questionable genera and questionable upper teeth
referred to Spalacotheroides and Symmetrodontoides, then Spalacotherium (Peralestes),
Spalacotheridium, Spalacotheroides, Symmetrodontoides, and Zhangheotherium form a
monophyletic group, Spalacotheriidae.  Spalacotheriids are distributed in northemn
continents from Late Jurassic to Late Cretaceous. They are parts of early therian
radiation before the origin of common ancestor of modern therians.

The complete skeleton of Mesozoic mammals is scarce and most skeletons only
represent the late members of the high—level taxa. For example, the definite multi—
tuberculates are Late Jurassic in age, but the specimens of multituberculates that can
provide skeletal information only came from the deposits as young as Late Cretaceous
and Tertiary. Monotreme post crania are only known for extant taxa, but isolated teeth
have been found in the Early Cretaceous. The history of therians can be traced back
at least to Rhaetic-Liassic age, but the earliest skeletons of therian mammals are
Henkelotherium, from Late Jurassic, and Zhangheotherium, even a little later. It is
always arguable whether or to what extent these late skeletons represent the primitive
condition of the relatively high—-level taxa to which they belong.
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Appendix I. Character list of mammals
(Modified from Hu et al, 1997, Supplementary Information)

Cervical Vertebrae

1. Proatlas neural arch as separate ossification in
adults: (0) present; (1) absent

2. Fusion of atlas neural arch and intercentrum in
adults: (0) unfused; (1) fused.

3. Atas db in adults: (0) present; (1) absent

4. Prezygapophysis on axis: (0) present; (1) absent.

5. Rib of axis in adults: (0) present; (1) absent

6. Postaxial cervical b in adults: (0) present
(1) absent.

7. Postaxial cervical transverse canal (new):(0) absent;
(1) present.

Shoulder Girdle

8. Interclavicle in adults: (0) present; (1) absent.

9. Clavicle — sternal  apparatus  joint: (0) immobile
(1) mobile.

10.Scapula — supraspinous foss:(0) absent (acromion
extending from the dorsal border of scapula, and
positioned anterior to the glenoid); (1) weakly
developed (present only along a part of the
scapula, and acromion positioned lateral to the
glenoid; (2) fully developed and present along
the entire dorsal border of scapula.

11. Scapula —— acromion process: (0) weakly

glenoid;

(1) strongly developed and extending below the

glenoid.

developed, and levelled to the

12. Procoracoid (as a separated element in adults):
(O)present; (1) absent.
13. Coracoid:  (0) large,
(1) small, without posterior process.

with posternor process;

14. Fusion of medial part of the embryonic scapula—

coracoid plate with the sternal manubrium:
(0) medial part of
remaining as a separate element in adults;

(1) fused to manubrium in adults.

scapulacoracoid  plate

15.Size of the anterior—most element relative to the
sternebrae  in  the sternal
(0) large; (1) small.

16. Orientation (“facing” of the long axis) of glenoid

apparatus in adults:

(relative to the plane or the axis of scapula):
(0) nearly parallel to the long axis of scapula
and facing posterolaterally; (1) more
perpendicular to the long axis of scapula and
facing more posteriorly. ‘
17.Shape and curvature of the glenoid: (0) oval,

elongate, and more or less saddle-shaped;
(1) more or less round in outline and uniformly
concave.

18. Convex medial surface of scapula: (0) present;
(1)absent.

Humerus

19. Humeral head: (0) subspherical, weakly inflected;
(1) spherical and strongly inflected.

20. Intertubercular  groove: (0) shallow and broad;
(1) narrow and deep.

21.8ize of lesser tubercle: (0) wider; (1) narrower
than the greater tubercle.

22, Torsion between the proximal and distal ends of
humerus: (0) strong (> = 30°); (1) moderate
(30°—15°); (2) weak [Polymorphic 0/ I:
multituberculates].

23. Pectodeltoid crest: (0) not extending beyond the
midpoint of the humeral shaft; (1) extending
beyond the midpoint of the shaft.

24, Ulnar articulation on distal humerus: (0) bulbous
ulnar condyle; (1) cylindrical trochlea with
vestigial ulnar condyle; (2) cylindrical trochlea
without ulnar condyle.

25. Entepicondyle  and
(1) weak.

Lower Forelimb

26. Styloid process of radius; (0) weak; (1) strong.

Pelvic Girdle

27. Acetabular dorsal
(1) closed.

28. Size of pelvic obturator foramen: (0) smaller than
that of acetabulum; (1) equal to or larger than
that of acetabulum.

Femur ]

29. Inflected head of the femur set off from the shaft
by a neck: (0) neck absent and head oriented
dorsally; (1) neck present and head spherical and
inflected medially

30. Greater  trochanter:  (0)
(1) directed dorsally.

31. Orientation of lesser trochanter: (0) on medial
side of shaft; (1) on the ventromedial or ventral
side of the shaft

32.Size of lesser trochanter: (0) large; (1) small.

33. Patellar facet (“groove”) of femur: (0) absent;
(1)shallow and weakly developed; (2)well developed.

ectepicondyle:  (0) robust;

emargination: (0) open;

directed dorsolaterally;
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Lower Hindlimb

34.Tibial malleolus and fibular styloid process:
(0) weak; (1) distinct.

35. Fibula contacting the calcaneum:
(1) absent.

Ankle Joint

36. Superposition (overlap) of the astragalus over the
calcaneum (lower ankle joint): (0) little or absent;
(1) weakly developed; (2) present.

37. Calcaneal tubercle: (0) short without terminal
swelling; (1) elongate with terminal swelling.

(0) present;

38. Peroneal process and groove of calcaneum:

(0) forming laterally directed shelf, and without a
weakly developed with
shallow groove on lateral side of process;

distinct process; (1)

(2) with a distinct peroneal process demarcated
by a deep peroneal groove at the base.

Other Postcranial Characters

39. Sesamoid bones in flexor tendons: (0) absent;
(1) present and unpaired; (2) present and paired.

40. External  pedal (tarsal) spur;  (0) absent;
(1) present.

Basicranium

4]1. Cranial moiety of
(1) broad.

42. Squamosal notches for quadrate and quadratejugal:
(0) present; (1) absent

43. Postglenoid depression on squamosal (=“external
auditory meatus”): (0) absent; (1) present

44. Position of craniomandibular joint: (0) lateral to
fenestra vestibuli; (1) anterior to the level of
fenestra vestibuli.

squamosal: (0} narrow;

45. Promontorium: (0) absent; (1) present, elongate
and cylindrical; (2) present, bulbous and oval
shaped.

46. Cochlea: (0) short and uncoiled; (1) elongate and
partly coiled; (2) elongate and coiled at least
360°.

47. Crista interfenestralis: (0) horizontal and extending
to base of paroccipital process; (1) vertical,
delimiting the back of the promontorium.

48. Post—tympanic recess: (0) absent; (1) present.

49. Caudal tympanic process of petrosal: (0) absent;
(1) present [Polymorphic 0/ }: multituberculates].

50. Epitympanic recess: (0) absent; (1) present.

51. Epitympanic recess ‘flanked laterally by squamosal:
(0) absent; (1) present.

Mandible

52. Foramen for the ramus superior of the stapedial
artery: (0) laterally open notch (laterally open
pterygo—paroccipital foramen); (1) enclosed by
the petrosal; (2) enclosed between the squamosal
and the petrosal; (3) absent.

53. Meckelian groove in adults: (0) forming medial
trough or groove; (1) as weak and faint groove;
(2) absent

54. Angular process of dentary: (0)
(1) absent [Polymorphic 0/ 1:
(0); Ornithorhynchus (1)).

55.Coronoid in adults: (0) present; (1) absent
[Polymorphic 0/ 1: (0) present in Paulchoffatiids,
and (1) absent in other multituberculates].

56.A distinct mandibular foramen for the inferior
alveolar nerve and vessels: (0) absent; (1) present

Dentition

57. Mode of occlusion: (0) bilateral; (1) unilateral.

58. Rotation of the mandible during
(0) absent; (1) moderate; (2) strong.

59. Differentiation of
premolars and molars): (0) absent; (1) present

60. Number of the postcanine roots: (0) single
(undivided); (1) divided, but no more than three
roots; (2) multiple roots (more than three).

61. Alignment of main cusps of upper postcanines:

present;
Obdurodon

occlusion:

postcanine  crowns  into

(0) single longitudinal row; (1) multiple cusps in
multiple rows; (2) in reversed triangle.

62. Upper molar stylar: (0) absent; (1) present

63. Orientation of protocristid relative to the length of
the molar: (0) longitunal orientation; (1) more
transverse (Nonapplicable: tritylodontids,
multituberculates).

64. Upper molar protocone: (0) absent;, (1) present.

65. Lower molar talonid: (0) No talonid; (1) simple
talonid with a single cusp; (2) fully developed
talonid with a basin; (3)
compressed talonid basin.

antero—posteriorly

66. Wear facet on talonid (or on posterior cingulid of
absent; (1) present
tritylodontids,

the lower molar): (0)
(Non—applicable:
multituberculates).

outgroup,
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