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Systematic Descriptions: Trapezioidea and Xanthoidea 1

Classification of Trapezioidea follows 
Castro, Ng, & Ahyong (2004) and Davie, 
Guinot, & Ng (2015).

Superfamily TRAPEZIOIDEA 
Miers, 1886

[nom. transl. Števčić, 2005, p. 39, ex Trapeziinae Miers, 1886, 
p. 163]

Carapace variously shaped, ranging from 
trapezoidal to ovate; frontal margin generally 
straight, may have lobes or tiny spines; cara-
pace surface smooth or granular, regions not 
developed; orbits generally widely spaced, 
placed near position of maximum width of 
carapace; male pleonal somites 3–5 fused 
with visible sutures or free. [Emended from 
Davie, Guinot, & Ng, 2015, p. 1109.] 
Eocene (Ypresian)–Holocene.

Family DOMECIIDAE Ortmann, 1893
[nom. transl. Davie, 2002, p. 152, ex Domoeciinae Ortmann, 

1893, p. 429]

Carapace hexagonal or ovate, wider 
than long, maximum carapace length aver-
aging about 80 percent maximum carapace 
width, position of maximum width about 
40 percent the distance posteriorly on cara-
pace; regions poorly defined; front bilobed, 
sometimes granular or spinose, about  half 
maximum carapace width; orbits shallow, 
semi-circular, directed forward, fronto-
orbital width averaging about 80 percent 
maximum carapace width; anterolateral 
margin extending obliquely and distally 
from outer-orbital corner, often spinose, 
with one or two spines; basal article of 

antenna not reaching front; merus of third 
maxilliped short, much wider than long; 
“second maxilliped with endopod having 
propodus and dactylus fused into a very 
large endite” (Davie, 2002, p. 152); male 
gonopod 1 stout, sinuous, with blunt tip; 
male gonopod 2 approximately half the 
length of gonopod one, thick proximally; 
male pleon with somites 3–5 fused, sutures 
may be visible, third somite in some taxa 
much wider than other somites; chelipeds 
equal or unequal, usually strongly granular 
or spinose, merus short; pereiopods 2–5 
“with dactylo-propodal articulation formed 
by rounded prolongation of propodal 
lateral margin sliding against and beneath 
a projecting button situated proximally on 
lateral margin of dactylus” (Davie, 2002, 
p. 152). [Emended from Davie, 2002, p. 
152; Castro, Ng, & Ahyong, 2004, p. 16; 
Schweitzer, 2005, p. 625.] Eocene (Ypre-
sian)–Holocene.
Domecia Eydoux & Souleyet, 1842, p. 234 [*D. 

hispida, p. 235, pl. 2,5–10; M] [=Neleus Desbonne 
in Desbonne & Schramm, 1867, p. 35 (type, 
N. acanthophorus, M); =Eupilumnus Kingsley, 
1880, p. 397 (type, E. websteri, M)]. Carapace 
with spinose frontal and anterolateral margins. 
Holocene: Caribbean Sea, eastern Atlantic Ocean, 
Indo-Pacific Ocean.——Fig. 1,1. *D. hispida, holo-
type MNHN-IU-2014-19856, Holocene, South 
Atlantic, Sandwich Islands, scale bar, 1 mm (photo, 
Laura Flamme, MNHN, 2016, RECOLNAT 
[ANR-11-INBS-0004]). 

Cherusius Low & Ng, 2012, p. 59 [*Jonesius minuta 
Sankarankutty, 1962, p. 141, fig. 42–45; M; 
=Pseudozius triunguiculatus Borradaile, 1902, p. 
243, fig. 44; =Maldivia gardineri Rathbun, 1911, 
p. 233, pl. 19,5–6; =Maldivia galapagensis Garth, 
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frontal margin straight, with serrations or 
fine spines; carapace surface smooth, flat-
tened; anterolateral margins with spines in 
juveniles, entire in adults; chelipeds strongly 
heterochelous; major chela with curved 
fingers and inflated propodus, minor chela 
shorter, with straight fingers, propodus not 
inflated; male pleon with all somites free. 
[Emended from Davie, Guinot, & Ng, 
2015, p. 1110.] Eocene (Ypresian)–Holocene.
Tetralia Dana, 1851a p. 224 [*Cancer glaberrimus 

Herbst, 1790 in 1782–1804, p. 262; M; =Trapezia 
serratifrons Hombron & Jacquinot, 1846 in 1842–
1853, pl. 4,20; =Trapezia integra Latreille, 1825a, 
p. 696; =Tetralia laevissima Stimpson, 1858, p. 
35; =Tetralia saunguineomaculata Galil & Clark, 
1990, p. 375, fig. 4–6b]. Carapace trapezoidal or 
oval, posterior margin shorter than front; front 
weakly convex, finely denticulate; antennal furrow 
indistinct; orbits situated at anterolateral corner, 
large, entire, with prominent inner orbital corner 
with prominent lobe heterochelous, palm and 
fingers of smaller claw narrow and elongate; male 
pleon with seven distinct somites. Eocene–Holocene. 
Eocene (Ypresian): Italy. Holocene: Red Sea, Indo-
Pacific Ocean.——Fig. 1,6a–b. *T. glaberrimus 
(Herbst), USNM 1462688, Solomon Islands, 
South Pacific Ocean; dorsal (a) and ventral (b) 
views; scale bars, 1 mm (new).

Eurotetralia De Angeli & Ceccon, 2013, p. 28 
[*Trapezia loerentheyi Müller, 1975, p. 517, pl. 
1,1–2; OD]. Carapace approximately as wide as 
long, smooth; front convex, wide; orbits shallow, 
directed anterolaterally, positioned at position of 
maximum width of carapace; anterolateral margins 
parallel, with tiny spines; posterolateral margins 
weakly concave, converging strongly posteriorly. 
Eocene–Oligocene. Eocene (Ypresian): Italy. Eocene 
(Priabonian): Hungary, Italy. Oligocene (Rupe-
lian): Italy.——Fig. 1,7. *E. loerentheyi (Müller), 
MCV-17-2635, Eocene, Italy, scale bar, 1 mm (new; 
photo by A. De Angeli, Associazione Amici del 
Museo Zannato, Montecchio Maggiore, Vicenza, 
Italy).

Paratetralia Beschin, Busulini, De Angeli, & Tessier, 
2007, p. 54 [*P. convexa, p. 55, pl. 8,6–8; OD]. 
Carapace ovate, wider than long, front wide, nearly 
straight; orbits placed at anterior corners; antero-
lateral margins short; posterolateral margins long, 
concave, converging strongly posteriorly; posterior 
margin short; carapace strongly vaulted longitudi-
nally, especially in anterior third. Eocene (Ypresian–
Priabonian): Italy.——Fig. 1,8a–b. *P. convexa, 
holotype, MCZ 1865, Ypresian, Italy; a, dorsal 
carapace; b, anterior view; scale bars, 1 cm (new; 
photos by A. Busulini, Museo di Storia naturale, 
Venezia, Italy).

Scutata Beschin, Busulini, Tessier, & Zorzin, 2016, 
p. 123 [*S. eocenica, p. 123, pl. 15,9; OD]. Carapace 
approximately as wide as long, smooth; front wide, 

1939, p. 22, pl. 8,1–6 ] [=Jonesius Sankarankutty, 
1962, p. 139, non Jonesius Yamaguti, 1959, p. 305 
(cestode)]. Carapace hexagonal, not much wider 
than long; front bilobed; orbit oblique; anterolat-
eral margin with two spines; posterolateral margin 
longer than anterolateral margin; chelipeds strongly 
heterochelous. Oligocene–Holocene. Oligocene (Rupe-
lian): Italy. Miocene (Langhian): Poland. Holocene: 
Indian Ocean, central Pacific Ocean.——Fig. 1,3. 
C. trianguiculatus (Borradaile), MNHN-IU-2013-
530, Holocene, central Pacific Ocean, scale bar, 1 
mm (new; photo by T. Y. Chan & C. Lin, 2013, 
MNHN). 

Eomaldivia Müller & Collins, 1991, p. 81 [*E. 
pannonica, p. 81, pl. 6,10,13; OD]. Carapace 
subhexagonal, wider than long; front very wide, 
weakly convex; orbits placed at anterior corners, 
oblique, rimmed; anterolateral margins nearly 
parallel, with two or three spines; posterolateral 
margin concave, converging strongly posteriorly; 
carapace regions undefined. Eocene–Miocene. Eocene 
(Ypresian): Italy. Eocene (Priabonian): Hungary, Italy. 
Miocene (Tortonian–Messinian): Austria.——Fig. 1,2. 
*E. pannonica, M91.190A, holotype, Priabonian, 
Hungary, scale bar, 1 cm (new; photo by M. Hyžný, 
Comenius University, Bratislava, Slovakia). 

Palmyria Galil & Takeda, 1986, p. 168 [*Maldivia 
palmyrensis Rathbun, 1923, p. 38; OD]. Carapace 
subhexagonal, regions poorly defined; front bilobed; 
orbits very shallow, suborbital spine extending 
beyond upper-orbital margin; anterolateral margins 
convex, with three spines; posterolateral margins 
converging strongly posteriorly; chelipeds mark-
edly heterochelous. Eocene (Ypresian)–Holocene. 
Eocene (Ypresian): Italy. Pleistocene: Japan. Holocene: 
Madagascar, tropical Pacific Ocean.——Fig. 1,4. 
P. palmyrensis, MNHN-IU-2013-272, Holocene, 
tropical Pacific Ocean, scale bar, 1 mm (new; photo 
by T. Y. Chan & C. Lin, 2013, MNHN).

Proticalia De Angeli & Ceccon, 2017, p. 24 [*Tropi-
calia parva Beschin, Busulini, Tessier, & Zorzin, 
2016, p. 113, pl. 14,5; OD] [=Tropicalia Beschin, 
Busulini, Tessier, & Zorzin, 2016, p. 113, non 
Tropicalia Koçak & Kemal, 2008, p. 7 (beetle)]. 
Carapace ovate, wider than long; front very wide, 
apparently straight; anterolateral and posterolat-
eral margins merging smoothly, small spines on 
anterolateral margin, at anterolateral corner, and 
on posterolateral margin; orbits shallow, rimmed. 
Eocene (Ypresian): Italy.——Fig. 1,5. *P. parva 
(Beschin, Busulini, Tessier, & Zorzin), VR 
94467, scale bar, 1 mm (new; photo by A. De 
Angeli, Associazione Amici del Museo Zannato, 
Montecchio Maggiore, Vicenza, Italy).

Family TETRALIIDAE Castro, Ng, & 
Ahyong, 2004

[Tetraliidae Castro, Ng, & Ahyong, 2004, p. 22]

Carapace ovate, posterior margin much 
narrower than anterior margin, posterolat-
eral margins converging strongly posteriorly; 
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Fig 1. Domeciidae, Tetrraliddae (p. 1–3).

Fig 1. Domeciidae, Tetraliidae (p. 1–4).

mm

mm

mm mm

mm

mm

mm

mm

2  Eomaldivia
3  Cherusius

4  Palmyria
5  Proticalia

6a  Tetralia 7  Eurotetralia

8a  Paratetralia 9  Scutata

6b

7

1  Domecia

8b

RMF 172 Trapezioidea1. 2. Eomaldavia parnnonica, KSU 172. Eocene, Ialy. Photo by DeAngeli. 3. Cherusius
triunguiculatus, MNHN-IU-2013-530.  Holocene, central Paci�c. Photo by  Chan & Lin.  4. Palmyria 
palmyrensis, MNHN-IU-2013-272. Holocene, tropical Paci�c.  Chan & Lin. 5  Proticalia parva, VR 94467. 
Eocene, Italy. DeAngeli. 6. Tetralia glaberrimus, USNM 1462688. Holocene, Indo-Paci�c.  7. Eurotetralia
loerentheyi, MCV-17-2635. Eocene, Italy. 8. Paratetralia convexa, Holtype  MCZ 1928.  9. Scutata eocenica, 
Holotype ,VR 94493. Eocene, Italy. Busulini . Scale bars 2 & 8 = 1 cm. 1. Domecia hispida Holotype MNHN-IU-
2014-19856  Credit Laura Flamme
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straight; orbits shallow, directed anterolaterally, at 
position of maximum width of carapace, with small 
outer-orbital spine; anterolateral margins short, 
parallel; posterolateral margins straight, converging 
strongly posteriorly. Eocene (Ypresian): Italy.——
Fig. 1,9. *S. eocenica, holotype VR 94493, scale 
bar, 1 mm (new; photo by A. Busulini, Museo di 
Storia naturale, Venezia, Italy).

Family TRAPEZIIDAE Miers, 1886
[nom. transl. Ortmann, 1893, p. 430, ex Trapeziinae Miers, 

1886, p. 163]

Carapace cordate, not much wider than 
long, length averaging about 86 percent 
maximum carapace width, position of 
maximum width approximately half the 
distance posteriorly on carapace; carapace 
regions not defined, flattened, or longi-
tudinally vaulted; front weakly bilobed, 
four-lobed, serrate, or nearly straight, 
without median notch, approximately half 
maximum carapace width; orbits deeply 
excavated, positioned at corners of frontal 
margin of carapace, directed anterolaterally, 
fronto-orbital width about 90 percent or 
more maximum carapace width; anterolat-
eral margins short, usually oriented nearly 
perpendicular to frontal margin of carapace 
or oriented at very high angle to frontal 
margin, entire or with one or two spines. 
Basal antennal article slender; efferent chan-
nels defined by well-developed endostomial 
crests; merus of third maxilliped shorter 
than ischium, approximately as wide as long; 
endopod of second maxilliped comprised 
of four separate segments; sternites 1 and 2 
fused into triangle, sternal suture 2/3 present 
or absent; male pleon with somites 3–5 fused 
with visible sutures or with all somites free; 
male gonopod 1 slender or stout, sinuous 
or straight, with pointed or rounded tip; 
male gonopod 2 stout or slender, curved, 
tip spoon-shaped; chelae unequal, smooth or 
weakly granular, merus of cheliped extending 
beyond carapace margins when folded; 
pereiopods 2–5 with dactylo-propodal artic-
ulation formed by rounded prolongation 
of propodal lateral margin sliding against 
and beneath a projecting button situated 
proximally on lateral margin of dactylus 
[Emended from Karasawa & Schweitzer, 
2006, p. 49.] Eocene (Ypresian)–Holocene.

Subfamily TRAPEZIINAE Miers, 1886
[Trapeziinae Miers, 1886, p. 163]

Carapace flattened; anterolateral margins 
entire or with one spine; dactyl of pereiopods 
2–5 hoof-like; with rows of setae [Emended 
from Castro, Ng, & Ahyong, 2004, p. 33.] 
Eocene (Ypresian)–Holocene.
Trapezia Latreille, 1825a, p. 695 [*T. dentifrons 

Latreille, 1825a, p. 695; SD Desmarest, 1858, p. 
18; ICZN Opinion 1614, 1990; =Cancer cymodoce 
Herbst, 1801 in 1782–1804, p. 22, pl. 51,5, ICZN 
Opinion 1614; =Grapsillus dentatus MacLeay, 
1838, p. 67; =T. coerulea Rüppell, 1830, p. 27, pl. 
5,7; =T. hirtipes Hombron & Jacquinot, 1846 in 
1842–1853, pl. 4,14–16 ] [=Trapecia Berthold, 
1827, p. 599 (type, Cancer rufopunctatus Herbst, 
1799 in 1782–1804, p. 54, pl. 47,6, suppressed 
under ICZN, 1999, Article 23.9.1); =Grapsillus 
MacLeay, 1838, p. 67 (type, G. maculatus, SD 
Rathbun, 1930, p. 556)]. Carapace trapezoidal 
or oval, posterior margin shorter than front, front 
with two large lateral and two smaller medial 
lobes or teeth with rounded apices; front separated 
from orbits by distinct antennal furrow; orbits 
situated at anterolateral corner, large, entire, with 
prominent inner-orbital corner with prominent 
lobe; male pleon has somites 3–5 fused; cheli-
peds subequal; inner margin of merus of cheliped 
dentate. [Rathbun, 1930, p. 556; Serène, 1984, p. 
266.] Miocene (Langhian)–Holocene. Miocene (Lang-
hian): Hungary, Japan. Miocene: Jamaica. Pleisto-
cene: Japan. Holocene: Red Sea, Indo-West Pacific 
Ocean, central-eastern Pacific Ocean.——Fig. 
2,1a–b. T. cymodoce (Herbst), USNM 1291805, 
Holocene, Indian Ocean; dorsal (a) and ventral (b) 
views; scale bars, 1 cm (new).

Archaeotetra Schweitzer, 2005, p. 630 [*A. inornata, 
p. 630, fig. 1; OD]. Carapace wider than long, 
widest about 40% the distance posteriorly; regions 
poorly defined; front approximately half maximum 
carapace width, with shallow notch axially; orbits 
positioned at edges of anterior margin of cara-
pace, fronto-orbital width about 90% carapace 
width; anterolateral margin short, rimmed. Eocene. 
Eocene (Ypresian): Italy. Eocene: Mexico (Baja Cali-
fornia Sur).——Fig. 2,2. A. lessinea De Angeli & 
Ceccon, 2013, MCV 12/05-I.G.360311, Ypresian, 
Italy, scale bar, 1 cm (new; photo by A. De Angeli, 
Associazione Amici del Museo Zannato, Montec-
chio Maggiore, Vicenza, Italy).

Subfamily QUADRELLINAE  
Števčič, 2005

[nom. transl. Ng, Guinot, & Davie, 2008, p. 185, ex Quadrel-
lini Števčić, 2005, p. 41]

Anterolateral margins with one or two 
spines; frontal margin with axial notch and 
spines; dactyls of pereiopods 2–5 sharp, 
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Fig 2. Trapeziidae (p. 4–6).
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RMF173 Trapezioidea2. 1.Trapezia cymodoce, USNM 1291805. 1a, dorsal; 1b, ventral. Holocene, Indian 
Ocean. 2. Archaeotetra lessinea, Holotype, MCV 12/05-I.G.360311, Eocene, Italy. Photo by DeAngeli.
3. Quadrella coronata, USNM 65318. 3a, dorsal; 3b, ventral. Holocene, Philippines. 4. Calocarcinus
africanus. Drawing from Calman, 1909 courtesy Felder.  Holocene, West Central Paci�c. Scale bars 
1,2,& 4 = 1 cm.  3a & 3b =  5mm.
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setose. [Emended from Castro, Ng, & 
Ahyong, 2004.] Holocene.
Quadrella Dana, 1851b, p. 128 [Q. coronata, Dana, 

1852a, p. 266; M]. As for subfamily. Holocene: 
Pacific Ocean, eastern Africa, Australia.——Fig. 
2,3a–b. *Q. coronata, USNM 65318, Holocene, 
Philippines; dorsal (a) and ventral (b) views; scale 
bars, 5 mm (new).

Subfamily CALOCARCININAE  
Števčič, 2005

[nom. transl. Ng, Guinot, & Davie, 2008, p. 185, ex Calocar-
cinini Števčić, 2005, p. 40] [=Philippicarcinini Števčić, 2011, 

p. 131; =Sphaenomeridini Števčić, 2005, p. 40]

Anterolateral margins with two or more 
spines; dactyls of pereiopods 2–5 sharp, 
lacking setae; gonopod 1 stout or slender; 
gonopod 2 stout or slender, curved or straight, 
with slender spoon-like or curved tip, variable 
in length [Emended from Castro, Ng, & 
Ahyong, 2004.] Holocene.
Calocarcinus Calman, 1909, p. 30 [*C. africanus, 

p. 31; M]. Gonopod 1 stout; gonopod 2 slender, 
with curved tip, approximately half the length 
of gonopod 1. [Emended from Castro, Ng, & 
Ahyong, 2004.] Holocene: Tropical west Pacific 
Ocean, Indian Ocean; Australia.——Fig. 2,4. *C. 
africanus, Holocene, Indian Ocean, scale bar, 1 
cm (Calman, 1909, p. 32, unnumbered drawing).

Superfamily XANTHOIDEA 
MacLeay, 1838

[nom. transl. Beurlen, 1930, p. 356, ex Xanthidae MacLeay, 
1838, p. 59]

Classification for Xanthoidea follows Ng, 
Guinot, & Davie (2008); Schweitzer & 
others (2010); Lai & others (2011); Thoma, 
Guinot, & Felder (2014); and Davie, 
Guinot, & Ng (2015).

Carapace hexagonal, ovate, rectangular, or 
circular, usually wider than long, maximum 
length from 66–100 percent maximum 
carapace width, usually between 75–85 
percent, usually widest 40–50 percent the 
distance posteriorly but two-thirds to three-
quarters the distance in most Xanthidae; 
carapace regions poorly defined to very well 
defined; front usually bilobed but may be 
entire or multilobed, frontal width approxi-
mately one-quarter to half maximum cara-
pace width; orbits may have two fissures 
or notches, fronto-orbital width ranging 

from half to 90+ percent maximum cara-
pace width; anterolateral margin entire or 
with between two and six spines or lobes 
excluding outer-orbital spines, anterolateral 
and posterolateral margins usually distinct 
from one another, posterolateral margin 
straight or concave; male gonopod 1 slender; 
male gonopod 2 short; sternum narrow, 
sternal sutures 4/5 and 5/6 interrupted, 
sternal sutures 6/7 and 7/8 complete; pleonal 
somites free or somites 3–5 fused, sutures 
may be visible; chelipeds subequal or hetero-
chelous, fingers commonly with black tips. 
[Emended from Karasawa & Schweitzer, 
2006.] Lower Cretaceous (Aptian)–Holocene.

Family LINNAEOXANTHIDAE  
Števčič, 2005

[nom. transl. Thoma, Guinot, & Felder, 2014, ex Lin-
naeoxanthinae Števčić, 2005, p. 45] [=Melybiidae Števčić, 

2005, p. 88]

Carapace subhexagonal, wider than long, 
regions poorly defined, weakly vaulted; 
anterolateral margins spinose; front strongly 
axially notched; orbits oblique, directed 
anterolaterally; upper orbital margin with 
fissure; chelipeds heterochelous, chelae flat-
tened, spines on upper margin of manus, 
carpus, and merus; male sternum wide. 
[Emended from Davie, Guinot, & Ng, 
2015, p. 1114.] Holocene.
Linnaeoxantho Števčić, 2005, p. 45 [*Pilumno-

plax acanthomerus Rathbun, 1911, p. 237, pl. 
18,13; OD]. As for family. Holocene: Indo-Pacific 
Ocean.——Fig. 3,1. *L. acanthomerus (Rathbun), 
paratype, USNM 41353, Holocene, Indian Ocean, 
scale bar, 1 cm (Rathbun, 1911, fig. 18,13).

Family PANOPEIDAE Ortmann, 1893
[nom. transl. Guinot, 1978, p. 276, ex Panopaeinae Ortmann, 

1893, p. 429]

Carapace hexagonal, transversely ovate, 
or sometimes circular, wider than long, 
length/width ranging from 0.70–0.95, posi-
tion of maximum width 40–50 percent the 
distance posteriorly on carapace; carapace 
flattened, regions moderately well marked 
to weakly defined; front usually bilobed, 
ranging from 30 to 43 percent maximum 
carapace width; orbits with two fissures or 
notches, fronto-orbital width about 60–80 
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percent maximum carapace width; antero-
lateral margin entire or with two to four 
spines excluding outer-orbital spine; antero-
lateral margins usually distinct from postero-
lateral margins; sternum narrow or wide, 
triangular in shape, sometimes compara-
tively large portion of sternite 8 visible in 
ventral view; male pleonal somites 1, 2, 
and 3 usually covering entire space between 
fifth pereiopods; male pleonal somites 3–5 
fused, sutures may be evident; male genital 
openings coxal or coxo-sternal but penis 
often lies in a more or less elongate sternal 
(coxo-sternal) position; male gonopod 1 
slender, curved or straight, sometimes with 
spines or setae, with several, sometimes 
complex, apical extensions; gonopod 2 short, 
less than 25 percent length of gonopod 1, 
curved; chelipeds subequal or heterochelous; 
with pointed fingers or with spoon-shaped 
tips, tips may be black; pereiopods 2–5 
long, without dactylo-propodal articulation. 
[Emended from Karasawa & Schweitzer, 
2006, p. 47; Davie, Guinot, & Ng, 2015, 
p. 1114.] Upper Cretaceous (Maastrichtian)–
Holocene.

Subfamily EUCRATOPSINAE  
Stimpson 1871

[Eucratopsinae Stimpson, 1871, p. 151; suppressed as family 
name under Article 35.5 of ICZN, 1999] [=Prionoplacidae 
Alcock, 1900, p. 286; =Chasmophorinae Števčić, 2005, 
p. 54; =Cycloplacinae Števčić, 2005, p. 51; =Malacoplacini 
Števčić, 2005, p. 51; =Robertsellini Števčić, 2005, p. 52; 

=Thalassoplacini Števčić, 2005, p. 52]

Carapace wide, quadrilateral or rounded, 
length about 70–90 percent maximum 
carapace width, carapace flattened, regions 
moderately to poorly defined; anterolateral 
margins usually with two to four spines 
or lobes excluding outer-orbital spines or 
entire; front bilobed, about 30–40 percent 
carapace width; orbits wide, with two fissures 
or notches, fronto-orbital width 60–80 
percent carapace width; large portion of 
sternite 8 visible in ventral view; male pleon 
not covering entire space between coxae 
of fifth pereiopods; male genital openings 
coxo-sternal; male gonopod 1 with apical 
extensions; male gonopod 2 short, curved. 

[Emended from Davie, 2002, p. 374.] Upper 
Cretaceous (Maastrichtian)–Holocene.
Balcacarcinus Karasawa & Schweitzer, 2006, p. 

47 [*Palaeograpsus attenuatus Bittner, 1875, p. 
100, pl. 2,10; OD; Schweitzer & Karasawa, 
2004, p. 80] [=Bittneria Schweitzer & Karasawa, 
2004, p. 80, non Bittneria Broili, 1904, p. 168 
(mollusk)]. Carapace hexagonal, wider than long, 
length about 85% maximum width; front bilobed, 
about 35% carapace width; fronto-orbital width 
about 65% carapace width; anterolateral margins 
with three or four small spines; posterolateral reen-
trants present; regions poorly defined; epibranchial 
regions arcuate, extending from last anterolateral 
spine to axis; branchial region with transverse ridge, 
crossing cardiac region. Eocene (Ypresian–Lutetian): 
Italy.——Fig. 3,2. *B. attenuates (Bittner), KSU D 
89, cast of holotype MBA 663, Eocene, Italy, scale 
bar, 1 cm (new).

Bittnereus Beschin, Busulini, De Angeli, & Tessier, 
2007, p. 43 [*Panopeus vicentinus Bittner, 1875, 
p. 93, pl. 2,7; OD]. Carapace slightly wider than 
long, granular, carapace regions well defined; bran-
chial regions differentiated into epi-, meso-, and 
metabranchial areas. Eocene (Ypresian, Priabonian): 
Italy.——Fig. 3,3. B. vicentinus (Bittner), MCZ 
1851, Eocene, Italy, scale bar, 1cm (new; photo 
by A. De Angeli, Associazione Amici del Museo 
Zannato, Montecchio Maggiore, Vicenza, Italy).

Carinocarcinus Lőrenthey, 1898, p. 138 [*C. zitteli, 
p. 138, pl. 10,1; M]. Carapace wider than long, 
hexagonal, moderately vaulted longitudinally and 
flattened transversely; front straight; orbits rimmed, 
with one weak fissure; with three spines excluding 
outer-orbital angle; posterolateral reentrants large; 
carapace surface with two well-developed keels, 
one extending across epibranchial and mesogas-
tric regions; second across branchial and cardiac 
regions. Eocene (Lutetian): Germany, Italy.——Fig. 
3,4. *C. zitteli, MCV 04/21, Eocene, Italy, scale 
bar, 1 cm (new; photo by A. De Angeli, Associ-
azione Amici del Museo Zannato, Montecchio 
Maggiore, Vicenza, Italy).

Glyphithyreus Reuss, 1859, p. 4 [*G. formosus, p. 4, 
pl. 2,1–3; OD; =Plagiolophus wetherelli Bell, 1858, 
p. 19, pl. 2,7–13] [=Plagiolophus Bell, 1858, p. 19 
(type, P. wetherelli, M, non Pomel, 1847, p. 202 
[Mammalia])]. Carapace subquadrilateral, wider 
than long, length approximately three-quarters 
maximum width, widest in anterior third of cara-
pace; fronto-orbital width approximately two-
thirds maximum carapace width; front bilobed, 
approximately one-third maximum carapace width; 
upper orbital margin rimmed, with a notch or 
two fissures; anterolateral margin with four spines 
including outer-orbital spine; epibranchial region 
inflated into broad ridge forming convex forward 
arc; broad transverse ridge on cardiac and meta-
branchial regions; epibranchial and cardiac/meta-
branchial ridges separated by deep cavity; posterior 
end of dorsal carapace depressed to level of cavity 
separating two branchial ridges; sternum wide, 
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male pleon with somites 3–5 fused. Upper Creta-
ceous–Oligocene. Upper Cretaceous (Maastrichtian): 
Germany. Paleocene (Thanetian): Pakistan. Eocene: 
Belgium, Italy, Ivory Coast, Nigeria, Pakistan, UK 
(England). Oligocene: Hungary.——Fig. 3,5. G. 
bendensis Schweitzer, Odumodu, & Feldmann, 
2016, holotype CM 59121, Eocene, Nigeria, scale 
bar, 1 cm (new).

Palaeograpsus Bittner, 1875, p. 99 [*P. inflatus, 
p. 100, pl. 2,11; SD Glaessner, 1929, p. 295]. 
Carapace square, not much wider than long, length 
about 90% maximum width, widest approxi-
mately two-thirds the distance posteriorly on cara-
pace; front axially sulcate, about 30% maximum 
carapace width; orbits circular, rimmed, forward 
directed; fronto-orbital width approximately two-
thirds maximum carapace width; anterolateral 

and posterolateral margins confluent; anterolat-
eral margin with two small spines; epibranchial 
and posteriormost mesogastric region swollen, 
forming a continuous ridge across carapace; cardiac 
region and central branchial regions inflated to 
form discontinuous transverse ridge; male pleonal 
somites 3 and 4 fused, possibly 4 and 5 fused 
as well. Eocene (Ypresian, Lutetian, Priabonian): 
Italy.——Fig. 3,6. P. inflatus, KSU D 865, cast 
of syntype GLW 175/05/0041, Eocene Italy, scale 
bar, 1 cm (new).

Subfamily PANOPEINAE Ortmann,  
1893

[nom. correct. Balss, 1921, p. 62, pro Panopaeinae Ortmann, 
1893, p. 429] [=Lophoxanthini Števčić, 2005, p. 50; =Tetrax-

anthinae Števčić, 2005, p. 53]

Fig 3. Linnaeoxanthidae, Panopeidae (p. 6–9).

1  Linnaeoxantho

1  Linnaeoxantho 2  Balcacarcinus 3  Bittnereus

4  Carinocarcinus

5  Glyphithyreus 6  Palaeograpsus

7a  Panopeus
7b

8a  Eurypanopeus

9a  Eurytium 9b 8b

RMF174 Xanthoidea1. 1. Linnaeoxantho thomerus, MJR 1911. Holocene, tropical Paci�c. Photo by Ng?.
2.Balcacarcinus attenuatus, KSU 89 cast of Holotype MBA 663. Eocene, Italy. 3. Bittnereus vicentinus,
MCZ1851. Eocene, Italy. Photo by DeAngeli. 4.Carinocarcinus  zitteli.  MCV 04/21. Eocene, Germany. 
Photo by DeAngeli. 5. Glyphithyreus  bendensis, Holotype, CM 59121. Eocene, Nigeria. 6. Palaeograpsus 
in�atus, KSU 865, cast of Syntype GLW 175/05/0041.Eocene, Italy. 7. Panopeus herbstii, USNM 1286848,
Holocene, N. Atlantic, Maryland.  8. Eurypanopeus depressus, USNM 6665. Holocene, ?.  9. Eurytium 
limosum,  USNM 75986. Holocene, N. Atlantic, South Carolina.  Scale bars = 1 cm.
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Carapace hexagonal, transversely ovate, 
or sometimes circular, wider than long, 
position of maximum width approximately 
half the distance posteriorly; front with 
medial notch, approximately one-third to 
40 percent maximum carapace width; 
orbit rimmed, two fissures or notches; 
fronto-orbital width about 60–80 percent 
maximum carapace width; antero-lateral 
margin entire or with two to four spines 
excluding outer-orbital spine; anterolateral 
and posterolateral margins usually distinct 
from one another; protogastric, hepatic, and 
branchial regions sometimes with transverse 
ridges; sternum narrow or wide, sternite 
8 sometimes visible in ventral view; male  
pleonal somites 3–5 fused, sutures may be 
visible; chelipeds subequal or heterochelous; 
chelae smooth, manus approximately as 
long as high, fingers with pointed or spoon-
shaped tips, tips may be black; male genital 
openings coxal or coxo-sternal. [Emended 
from Karasawa & Schweitzer, 2006, p. 47.] 
Eocene (Ypresian)–Holocene.

Panopeus H. Milne Edwards, 1834 in 1834–1840, p. 
403 [*P. herbstii; SD by ICZN designation under 
plenary powers, Opinion 1282, 1984; =Galene 
hawaiiensis Dana, 1852a, p. 232]. Fronto-orbital 
width to maximum width ratio about 0.40; antero-
lateral margin with sharp, well-developed spines; 
epigastric, protogastric, and epibranchial regions 
with transverse ridges; otherwise as for family. 
Eocene (Ypresian)–Holocene. Eocene (Ypresian): 
Italy, Mexico (Chiapas). Lutetian: Italy. Eocene 
(Priabonian): Hungary, Italy. Eocene: Denmark, 
Italy, USA (Alabama, California, Oregon, Wash-
ington). Oligocene: USA (Alaska). Miocene (Lang-
hian): Austria, Hungary, Poland, Spain. Messinian: 
Malta. Miocene: Argentina, Brazil, Jamaica, USA 
(Virginia). Pliocene: Fiji, Jamaica. Pleistocene: 
Jamaica, Panama, USA (Maryland, Massachusetts, 
New Jersey, South Carolina). Holocene: Atlantic 
Ocean, east Pacific Ocean.——Fig. 3,7a–b. *P. 
herbstii, USNM 1286848, Holocene, Maryland, 
USA; dorsal (a) and ventral (b) views; scale bars, 
1 cm (new).

Eoacantholobulus Ossó & Domínguez, 2017, p. 603 
[*E. oscensis, p. 604, fig. 1–2; OD]. Carapace wider 
than long, regions well defined by deep grooves; 
front deeply axially notched; protogastric regions 
with arcuate, concave forward, granular ridge; 
epibranchial regions with sinuous granular ridge; 
cardiac region wide, with transverse granular ridge; 
sternites granular. Eocene (Priabonian): Spain.——

Fig. 4,1. *E. oscensis, holotype MPZ-2017/542, 
Eocene, Spain, scale bar, 1 cm (new; photo by À. 
Ossó, Tarragona, Spain). 

Eurypanopeus A. Milne-Edwards, 1880 in 1873–
1880, p. 318 [*Xantho crenatus H. Milne Edwards, 
1834 in 1834–1840, p. 396; SD Fowler, 1912, p. 
394; =E. peruvianus A. Milne-Edwards, 1880 in 
1873–1880, p. 318]. Carapace ovate-hexagonal, 
regions sometimes with transverse granular keels; 
front weakly lobed; orbits small, fronto-orbital 
width half or more maximum carapace width; 
anterolateral margins with approximately five 
lobes including outer-orbital lobe; regions weakly 
marked; chelae strong, weakly heterochelous; male 
pleonal somites 3–5 fused with no evidence of 
sutures; sternite 8 may be visible in ventral view. 
Pliocene–Holocene. Pliocene–Pleistocene: Jamaica. 
Holocene: eastern Pacific Ocean, western Atlantic 
Ocean.——Fig. 3,8a–b. E. depressus (Smith, 1869), 
USNM 6665, Holocene, Virginia, USA; dorsal (a) 
and ventral (b) views; scale bars, 1 cm (new).

Eurytium Stimpson, 1862a, p. 56 [*Cancer limosa 
Say, 1818 in 1817–1818, p. 446; OD; ICZN 
Opinion 85, 1925, Direction 37, 1956]. Carapace 
much wider than long, regions weakly defined, 
carapace smooth; front bilobed, narrow, about 
25–30% maximum carapace width; orbits with two 
fissures, fronto-orbital width approximately half 
maximum carapace width; anterolateral margins 
with five spines including outer-orbital spines, 
first closely spaced, anterolateral margins much 
shorter than posterolateral margins; chelipeds very 
large, heterochelous. Miocene–Holocene. Miocene: 
Cuba, USA (Florida, North Carolina), Puerto Rico. 
Miocene–Pliocene: Colombia. Pliocene: Colombia, 
Venezuela. Pliocene–Pleistocene: Jamaica. Pleisto-
cene: Panama. Holocene: Caribbean Sea, western 
Mexico, northern South America.——Fig. 3,9a–b. 
*E. limosum (Say), USNM 75986, Holocene, South 
Carolina, USA; dorsal (a) and ventral (b) views; scale 
bars, 1cm (new).

Hexapanopeus Rathbun, 1898a, p. 273 [*Panopeus 
angustifrons Benedict & Rathbun, 1891, p. 373, 
pl. 22,3, pl. 24,18; OD]. Carapace distinctly hexag-
onal, length 75% or more width; regions moder-
ately marked; front projected well beyond orbits, 
axially notched and with distinct inner-orbital 
angle; fronto-orbital width 50–75% maximum 
carapace width; anterolateral margins with five 
spines including outer-orbital spine, first two fused 
together, fifth sometimes very small and sometimes 
nearly positioned on posterolateral margin, antero-
lateral and posterolateral margins approximately 
equal in length; chelipeds stout, weakly heteroche-
lous. Pleistocene: Jamaica. Holocene: western Atlantic 
Ocean, Caribbean Sea, western Mexico.——Fig. 
4,2a–b. *H. angustifrons, USNM 92225, Holocene, 
Chesapeake Bay, USA; dorsal (a) and ventral (b) 
views; scale bars, 1 cm (new).

Laevicarcinus Lőrenthey in Lőrenthey & Beurlen, 
1929, p. 237 [*L. egerensis, p. 238, pl. 11,8; SD 
Glaessner, 1929, p. 228]. Carapace wider than 



10 Treatise Online, number 153

long, distinctly hexagonal; front bilobed; orbits 
large, with two fissures, fronto-orbital width about 
65% carapace width; anterolateral margins shorter 
than posterolateral margins, with five anterolateral 
lobes, first two fused together, spines separated 
by deep fissures; protogastric and hepatic regions 
with transverse keels. Eocene. Eocene (Ypresian): 
Italy. Eocene (Lutetian–Bartonian): USA (South 
Carolina). Eocene (Priabonian): Hungary.——Fig. 
4,3. *L. egerensis, Eocene, Hungary, illustrated, scale 
bar, 1 cm (Lőrenthey & Beurlen, 1929, pl. 11,8).

Lophopanopeus Rathbun, 1898a, p. 272 [*Xantho 
bella Stimpson, 1862b, p. 204, pl. 3,2; OD; ICZN 

Opinion 85, 1925, Direction 37, 1956; =Xanthodes 
hemphilli Lockington, 1877a, p. 31]. Carapace 
hexagonal, regions well defined; front sinuous; 
orbits small, fronto-orbital width approximately 
half maximum carapace width; anterolateral margin 
shorter than posterolateral margins, with five spines, 
first two or three coalesced; small part of sternite 
8 visible in ventral view; chelipeds moderate in 
size, weakly heterochelous. Miocene: Jamaica. Plio-
cene: Costa Rica. Pleistocene: USA (California). 
Holocene: western USA, Canada, Mexico, Gulf of 
Mexico.——Fig. 4,4a–b. *L. bellus (Stimpson), 
USNM 14970, Holocene, Pacific coastal America, 

Fig 4. Panopeidae (p. 9–11).

4b

5  Metopocarcinus 6a  Tetraxanthus 6b

7  Pakicarcinus 8  Sereneopeus
9  Zovocarcinus

1  Eoacantholobus
2a  Hexapanopeus

2b

3  Laevicarcinus 4a  Lophopanopeus

RMF175 Xanthoidea2. 1. Eoacantholobulus oscensis, MPZ_2017_542. Eocene, Spain. Photo by Osso.
2. Hexapanopeus angustifrons, USNM 92225. 2a dorsal, 2b ventral. Holocene, Chesapeake Bay. 
3. Laevicarcinus, egernsis. Eocene, Hungary. 4. Lophopanopeus bella, USNM 14970. 4a, dorsal; 4b, ventral.
Holocene, western North America, Gulf of Mexico. 5. Metopocarcinus truncatus. Eoene, Italy. 6. Tetraxanthus
bidentatus, USNM 75396. 6a, dorsal; 6b, ventral. Holocene, Florida. 7. Pakicarcinus orientalis, GSP-UM 3507. 
Eocene, Pakistan. 8. Serenopeus kempi, Holotype, In 61724. Eocene, England. 9. Zovocarcinus muelleri, 
Holotype, MCZ 3817-I.G.361673. Eocene, Italy. Photo by DeAngeli. Scale bars = 1 cm. 
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dorsal (a) and ventral (b) views; scale bars, 1 cm 
(new).

Metopocarcinus Stimpson, 1862b, p. 216 [*M. 
truncatus, p. 216, pl. 5,4; M; ICZN Opinion 
85, 1925, Direction 37, 1956]. Carapace wider 
than long, anterolateral margins with four weak, 
blunt lobes; frontal margin over half maximum 
carapace  width ;  carapace  smooth,  reg ions 
poorly defined; orbits oblique, directed antero-
laterally. Eocene–Holocene. Eocene (Lutetian): 
Italy. Holocene: eastern Pacific Ocean.——Fig. 
4 ,5 .  *M. truncatus, Holocene, eastern Pacific 
Ocean, scale unknown (Stimpson, 1862b, pl.  
5,4 ).

Tetraxanthus Rathbun, 1898a, p. 275 [*Xanthodes 
bidentatus A. Milne-Edwards, 1880 in 1873–
1880, p. 353, pl. 53,5; M; ICZN Opinion 85, 
1925, Direction 37, 1956]. Carapace quadrate, 
regions not well defined, carapace smooth; front 
straight; orbits wide, deepest axially and shallowing 
laterally; anterolateral margin with four small 
spines including outer-orbital spine; chelipeds 
stout, chelae subequal. Miocene–Holocene. Miocene: 
Brazil. Pliocene: Jamaica. Holocene: western Atlantic 
Ocean.——Fig. 4,6a–b. T. bidentatus (A. Milne-
Edwards), USNM 75396, Holocene, Florida, 
USA; dorsal (a) and ventral (b) views; scale bars, 
1 cm (new).

PANOPEIDAE SUBFAMILY 
UNCERTAIN

Pakicarcinus Schweitzer, Feldmann, & Gingerich, 
2004, p. 110 [*Lobonotus orientalis Collins & 
Morris, 1978, p. 970, pl. 116,10–11, pl. 117,1; 
OD]. Carapace flattened, approximately as wide 
as long, regions well-defined; front bilobed, with 
median notch, about 30% carapace width; orbits 
circular, fronto-orbital width about 60% cara-
pace width; anterolateral margins with five spines 
including outer-orbital spine; male pleonal somites 
3–5 fused, sutures not visible, male pleon entirely 
filling space between coxae of fifth pereiopods; 
sternal sutures 2/3 and 3/4 very clear; sternite 8 
not visible in ventral view; chelae stout. Paleo-
cene–Eocene. Paleocene (Thanetian): Pakistan. 
Eocene (Bartonian): Pakistan. Eocene (Bartonian–
Priabonian): Australia.——Fig. 4,7. *P. orientalus 
(Collins & Morris), GSP-UM 3507, Eocene, 
Pakistan, scale bar, 1 cm (new). 

Sereneopeus Collins, 2002, p. 87 [*Panopeus kempi 
Quayle & Collins, 1981, p. 752; OD]. Carapace 
hexagonal, wider than long, length about 80% 
maximum width, widest at anterolateral corner at 
approximately midlength; longitudinally moder-
ately vaulted, transversely weakly vaulted; front 
nearly straight, rimmed, axial notch; orbits directed 
forward, deep; upper-orbital margin granular, 
with two short fissures in outer half; outer-orbital 
spine small; lower orbital margin with visible 
dorsally; fronto-orbital width approximately two-
thirds maximum carapace width; anterolateral 

margin convex, weakly upturned; with four spines 
excluding outer-orbital spine of which second and 
third are most prominent and are directed forward; 
first and fourth are reduced in size; posterolateral 
margin straight, entire; regions indistinct; anterior 
process of mesogastric region lanceolate. Eocene. 
Eocene (Ypresian): Italy. Eocene (Lutetian): UK 
(England).——Fig. 4,8. *S. kempi (Quayle & 
Collins), holotype NHMUK In. 61724, Eocene, 
England (UK), scale bar, 1 cm (new).

Zovocarcinus De Angeli & Garassino, 2014, p. 187 
[*Z. muelleri, p. 188, pl. 1; OD]. Carapace wider 
than long, smooth, regions poorly defined; front 
quadrilobed including inner orbital angles, with a 
transverse ridge parallel to it; orbits shallow; antero-
lateral margins with four spines, first two shorter; 
anterolateral margins shorter than posterolateral 
margins. Eocene (Ypresian): Italy.——Fig. 4,9. *Z. 
muelleri, holotype MCZ 3817-IG361673, Eocene, 
Italy, scale bar, 1 cm (new; photo by A. De Angeli, 
Associazione Amici del Museo Zannato, Montec-
chio Maggiore, Vicenza, Italy).

Family PSEUDORHOMBILIDAE 
Alcock, 1900

[nom. transl. Hendrickx, 1998, p. 641, ex Pseudorhombilinae 
Alcock, 1900, p. 286] [=Euphrosynoplacini Števčić, 2005, 
p. 52; =Chacellini Števčić, 2005, p. 52; =Bathyrhombilini 
Števčić, 2005, p. 53; =Perunorhombilini Števčić, 2005, p. 
53; =Trapezioplacinae Števčić, 2005, p. 53; =Krunorhombilini 
Števčić, 2011, p. 130; =Scopoliini Števčić, 2011, p. 132]

Carapace hexagonal, wider than long, 
length/width ranging from 0.72–0.76, posi-
tion of maximum width about 40–55 percent 
the distance posteriorly on carapace; carapace 
flattened, regions moderately well marked 
to weakly defined; front bilobed, ranging 
from 26–32 percent maximum carapace 
width; orbits with two fissures or notches, 
orbital rim sinuous, convex between fissures, 
marked protuberance on inner orbital rim; 
fronto-orbital width about 53–59 percent 
maximum carapace width; anterolateral 
margin with three to five spines including 
outer-orbital spine; sternum wide, sternite 
8 visible adjacent to articulation condyle of 
coxa of fifth pereiopod, visible in posterior or 
dorsal view; male pleonal somites 1 and 2 not 
covering entire space between fifth pereio-
pods, somite 3 usually touching coxa of fifth 
pereiopod; male pleonal somites 3–5 fused, 
often weakly, sutures may be quite obvious. 
[Emended from Karasawa & Schweitzer, 
2006, p. 49; Davie, Guinot, & Ng, 2015, 
p. 1115.] Miocene–Holocene.



12 Treatise Online, number 153

Nanoplax Guinot, 1967, p. 362 [*Panopeus xanthi-
formis A. Milne-Edwards, 1880 in 1873–1880, 
p. 353, pl. 53,4; OD]. Regions well defined; front 
and orbits rimmed; anterolateral margin with five 
spines including tiny outer-orbital spine; antero-
lateral margin shorter than posterolateral margin; 
sutures between pleonal somites 3–5 not obvious, 
only suture 3/4 marked. Pleistocene–Holocene. Pleis-
tocene: Jamaica. Holocene: Caribbean Sea, western 
Atlantic Ocean.——Fig. 5,1a–b. *N. xanthiformis 
(A. Milne-Edwards), USNM 1107812, Holocene, 
Florida; dorsal (a) and ventral (b) views; scale bars, 
1 cm (new).

Pseudorhombila H. Milne Edwards, 1837 in 1834–
1840, p. 58 [*Melia quadridentata Latreille, 
1825a, p. 706; OD; ICZN Opinion 85, 1925, 
Direction 37, 1956]. Regions moderately defined; 
anterolateral margin with five lobes or spines, 
broad space between outer orbital spine and first 
anterolateral spine, first anterolateral spine and 
outer-orbital spine very small. Miocene–Holocene. 
Miocene: Argentina. Holocene: Gulf of Mexico, 
Caribbean Sea, Colombia.——Fig. 5,2a–b. *P. 
quadridentata, USNM 267613, Holocene, Carib-
bean Sea; dorsal (a) and ventral (b) views; scale 
bars, 1 cm (new).

Family XANTHIDAE MacLeay, 1838
[Xanthidae MacLeay, 1838, p. 59]

Carapace hexagonal or transversely 
ovate; carapace length/width falling into 
two groups, length either about 65–75 
percent or 90–100 percent maximum cara-
pace width, widest two-thirds to three-
quarters the distance posteriorly except in 
some Xanthinae and Polydectinae in which 
position of maximum width is before the 
midlength; regions usually well defined 
but dorsal carapace can be smooth; frontal 
margin bilobed, with axial notch, ranging 
from 25 to about 40 percent maximum cara-
pace width; fronto-orbital width generally 
approximately half to two-thirds maximum 
carapace width; anterolateral margins 
with between two and six lobes or spines; 
anterolateral margin well differentiated 
from posterolateral margin, anterolateral 
margin often tightly convex; posterolat-
eral margin often concave; epistome with 
ridges that define efferent branchial canals 
absent or only on posterior portion of buccal 
cavity, not intercepting anterior part of buccal 
frame; sternum narrow, sternite 8 not visible 
ventrally; male pleon with somites 3–5 fused, 
sutures may be visible; male genital openings 

coxal; male gonopod 1 slender, curved or 
sinuous, simple apex without complex lobes 
or folds, with long setae distally or subdistally; 
gonopod 2 short, less than 25 percent length 
of gonopod 1; cheliped fingers typically black; 
chelae subequal or heterochelous, may have 
spoon-shaped tips; chelipeds much stouter 
than pereiopods 2–5. [Emended from Davie 
2002, p. 505; Karasawa & Schweitzer, 
2006, p. 50.] Eocene (Ypresian)–Holocene.

Subfamily ACTAEINAE Alcock, 1898
[Actaeinae Alcock, 1898, p. 78]

Carapace ovate, wider than long, length 
approximately two-thirds to three-quarters 
width, widest two-thirds to three-quarters 
the distance posteriorly; regions well-defined, 
highly subdivided, usually densely gran-
ular; anterolateral margins with three spines 
excluding outer-orbital spine; male pleonal 
somites 3–5 fused, sutures may be visible; 
pereiopods granular or spinose. Eocene (Ypre-
sian)–Holocene.
Actaea de Haan, 1833 in 1833–1850, p. 18 [*Cancer 

granulatus Audouin, 1828, p. 268; SD ICZN 
Opinion 73, 1941, Direction 37, 1956, name 
preoccupied by Cancer granulatus Linnaeus, 1758, 
p. 627; next available name Cancer savignii H. 
Milne Edwards, 1834 in 1834–1840, p. 378 as 
per Ng, Guinot, & Davie, 2008, p. 194; ICZN 
Direction 36, 1956] [=Anchilops Gistel, 1848, 
p. viii, unnecessary replacement name; =Euxan-
thodes Paul’son, 1875, p. 41 (type, Euxanthodes 
granulatus, M)]. Carapace with well-defined regions 
separated by deep grooves, ornamented with later-
ally interlocking tubercles that may be mosaic-like, 
squamiform, spiniform, petaliform, or noduli-
form; regions sometimes difficult to distinguish; 
posterolateral margins not very concave; chelipeds 
and other pereiopods granular or with spines, 
ornamentation similar to that of dorsal carapace; 
male pleonal somite 6 with depressions serving as 
pleonal locking mechanism; sternites 1 and 2 fused 
with no evidence of suture; sternal suture 3/4 only 
developed laterally. Miocene (Langhian)–Holocene. 
Miocene (Langhian): Austria, Hungary, Spain. 
Miocene (Messinian): Spain. Miocene: Iran, Taiwan. 
Pleistocene: Jamaica, Japan, Taiwan. Holocene: Medi-
terranean Sea, Indo-Pacific and Western Atlantic 
oceans.——Fig. 5,3a–b. *A. savignii (H. Milne 
Edwards), USNM 76547, Holocene, Australia; 
dorsal (a) and ventral (b) views; scale bars, 1 cm 
(new).

Actaeodes Dana, 1851b, p. 126 [*Zozymus tomentosus 
H. Milne Edwards, 1834 in 1834–1840, p. 385; 
M] [=Cycloblepas Ortmann, 1894, p. 53 (type, C. 
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semoni, p. 53, pl. 3,8, M)]. Carapace regions well 
defined, ornamented with tubercles, anterolateral 
margin with five nodose spines including outer-
orbital spine, weakly projecting; chelipeds and other 
pereiopods granular; male pleonal somite 6 with 
depressions serving as pleonal locking mechanism; 
sternites 1 and 2 fused; sternites 3 and 4 with 
suture laterally and groove medially; sternite 4 

with swellings parallel to lateral margins, short 
axial groove visible anterior to telson. Pliocene–
Pleistocene: Guam, Marshall Islands. Pleistocene: 
Taiwan. Holocene: Indo-West Pacific Ocean, central 
Pacific Ocean.——Fig. 5,4a–b. *A. tomentosus 
(H. Milne Edwards), USNM 184537, Holocene, 
Guam (UST); dorsal (a) and ventral (b) views; scale 
bars, 1 cm (new).

Fig 5. Pseudorhombilidae, Xanthidae (p. 11–14).

1a  Nanoplax 1b 2a  Pseudorhombila

2b

3a  Actaea
3b

4a  Actaeodes 4b
5  Actaeops

6  Eoxanthops
7a  Forestiana 7b

8a  Gaillardiellus 8b
9  Lambropsis

RMF176 Xanthoidea 3. 1. Nanoplax xanthiformis, USNM 1107812. Holocene, North Atlantic. 
2. Pseudorhombila quandridentata, USNM 267613. Holocene, North Atlantic. 3. Actaea granulata, USNM 
76547. Holocene, Australia. 4. Acteoides tomentosus, USNM 184537.  Holocene, Guam, North Paci�c. 
5. Actaeops frontalis, Holotype, UF 106750. Miocene, Jamaica. Photo by Portell. 6. Eoxanthops scutatus, 
Holotype, VR 94531. Eocene, Italy. Photo by Beschin. 7. Forestina sp., USNM 1149546. Holocene, Marquesas, 
South Paci�c. 8. Gaillardiellus ruepelli, USNM ??. Indo-West Paci�c. 9. Lambropsis wanneri, cast KSU D 402 of 
Holotype, SMNS 67894. Scale bars = 1 cm.
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Actaeops Portell & Collins, 2004, p. 122 [*A. fron-
talis, p. 122, fig. 2,7; OD]. Carapace wider than 
long; regions well defined; fronto-orbital width 
broad, 65% maximum carapace width; epigas-
tric regions large, spherical; protogastric region 
subdivided into two longitudinal lobes. Miocene: 
Jamaica.——Fig. 5,5. *A. frontalis, holotype UF 
106750, Miocene, Jamaica, scale bar, 1 cm (new; 
photo by R. Portell, Florida Museum of Natural 
History, Gainesville, Florida, USA). 

Eoxanthops Beschin, Busulini, Tessier, & Zorzin, 
2016, p. 126 [*E. scutatus, p. 126, pl. 16,6; OD]. 
Carapace approximately as wide as long, front 
protrudes well beyond orbits, broadly triangular; 
orbits shallow, directed anterolaterally; regions 
moderately developed, anterolateral margins with 
blunt spines. Eocene (Ypresian): Italy.——Fig. 5,6. 
*E. scutatus, holotype VR 94531, Eocene, Italy, 
scale bar, 1 cm (new; photo by C. Beschin, Asso-
ciazione Amici del Museo Zannato, Montecchio 
Maggiore, Vicenza, Italy).

Forestiana Guinot & Low, 2010, p. 67 [*Xantho 
depressus White, 1848, p. 225; OD; replacement 
name pro Forestia Guinot, 1976, p. 260 (type, 
Xantho depressus White, 1848; OD, non Forestia 
Trinchese, 1881, p. 122 [mollusk])]. Carapace 
transversely oval; dorsal surface ornamented with 
small granules, gently convex anteriorly with well-
defined regions, flattened posteriorly; anterolateral 
margin short with four poorly developed teeth or 
lobes; thoracic sternum without sternal suture 
3/4 marked by median granular line; the sternite 
4 with longitudinal furrow visible in front of the 
telson. Holocene (fossil): Taiwan. Holocene: Indo-
Pacific Ocean, northwestern Australia.——Fig. 
5,7a–b. Forestiana sp., USNM 1149546, Holocene, 
South Pacific Ocean; dorsal (a) and ventral (b) 
views; scale bars, 1 cm (new).

Gaillardiellus Guinot, 1976, p. 252 [*Cancer (Aegle) 
rüppellii  Krauss ,  1843, p. 28, pl.  1,1;  OD; 
=Aegle rugata White, 1847a, p. 15; =Actaea pilosa 
Stimpson, 1858, p. 31]. Carapace ovate, wider 
than long, regions well defined, granular; antero-
lateral margins long, strongly convex, longer than 
posterolateral margins, with four projections not 
including outer-orbital projection; pereiopods 
densely granular; male pleonal somites 3–5 fused, 
no visible sutures; sternites 1 and 2 fused; sternal 
suture 2/3 and 3/4 complete, bounded by granules 
anteriorly. Pleistocene–Holocene. Pleistocene: Taiwan. 
Holocene: Indo-West Pacific Ocean, central Pacific 
Ocean.——Fig. 5,8a–b. *G. rueppelli (Krauss), 
USNM 1462690, Holocene, Philippines; dorsal 
(a) and ventral (b) views; scale bars, 1 cm (new).

Heteractaea Lockington, 1877b, p. 97 [*H. pilosus; 
M; =Pilumnus lunatus H. Milne Edwards & Lucas, 
1843, p. 20, pl. 9,2]. Carapace wider than long; 
regions moderately well defined, ornamented with 
large tubercles, sometimes dense; front straight, 
orbits thickly rimmed; anterolateral margins with 
spines, sometimes alternating long and short. 
Pliocene–Holocene. Pliocene: Panama. Pliocene–Pleis-
tocene: Costa Rica, Panama. Holocene: Caribbean 

Sea, western Mexico.——Fig. 6,1a–b. H. lunata 
(H. Milne Edwards & Lucas), USNM 139751, 
Holocene, North Pacific Ocean; dorsal (a) and 
ventral (b) views; scale bars, 1 cm (new).

Lambropsis Lőrenthey, 1907, p. 211 (German 
version 1909, p. 123, misspelled Lampropsis) [*L. 
wanneri Lőrenthey, 1907, p. 213, pl. 1,1; M]. 
Carapace wider than long, length 80% maximum 
width; front axially sulcate; frontal width 26% 
maximum width; orbits transversely ovate with 
two small supraorbital protuberances, a larger outer 
orbital spine, and a blunt suborbital spine; fronto-
orbital width 51% maximum width; anterolateral 
margin with three spines, last one largest; postero-
lateral margin convex anteriorly and bearing a single 
spine, becoming concave where it meets straight 
posterior margin; regions well delimited; protogastric 
region very large, intestinal region depressed; cervical 
groove deep, continuous; surface with blunt nodes or 
spines. Eocene: Egypt.——Fig. 5,9. *L. wanneri, cast 
KSU D 402 of holotype SMNS 67894, scale bar, 1 cm  
(new).

Paractaea Guinot, 1969, p. 241 [*Xantho rufopunc-
tatus H. Milne Edwards, 1834 in 1834–1840, p. 
389; OD]. Carapace ovate; regions well defined, 
separated by very deep, wide grooves, granular; 
protogastric and hepatic regions with oblong, 
longitudinal swellings; swellings on posterior cara-
pace regions more equant; pereiopods with large 
swellings, granular; sternum rectangular, sternites 
1 and 2 fused, sternal suture 2/3 complete, sternal 
suture 3/4 complete, concave forward. Pleistocene–
Holocene. Pleistocene: Barbados, Taiwan. Holocene: 
Cosmopolitan tropical.——Fig. 6,2a–b. *P. rufo-
punctata (H. Milne Edwards), USNM 1183553, 
Holocene, Guam; dorsal (a) and ventral (b) views; 
scale bars, 1 cm (new).

Phlyctenodes A. Milne-Edwards, 1862a, p. 60 [*P. 
tuberculosus, p. 61, pl. 7,1; SD Glaessner, 1929, 
p. 313]. Carapace ovate, wider than long, cara-
pace regions poorly defined; front with six swell-
ings including inner-orbital angle; orbits strongly 
rimmed, directed weakly anterolaterally, entire; 
anterolateral margins moderately convex, with 
several small swellings or spines, posteriormost 
anterolateral spine extending onto carapace as weak 
ridge; anterior carapace with large tubercles more or 
less arranged into rows parallel to carapace margins, 
posterior carapace relatively smooth; postero-
lateral margin weakly convex. Eocene (Ypresian–
Priabonian). Eocene (Ypresian): France, Hungary, 
Italy. Lutetian: France, Hungary, Italy. Bartonian: 
Hungary, Italy. Priabonian: Hungary, Italy.——Fig. 
6,3. P. krenneri Lőrenthey, 1897, KSU D 154, cast 
of holotype MAFI E 9301, Eocene, Hungary, scale 
bar, 1 cm (new).

Pseudophlyctenodes Busulini, Tessier, & Beschin, 
2006, p. 358 [*Phlyctenodes hantkenii Lőrenthey, 
1897, p. 154; OD; see ICZN Article 33.4.]. 
Carapace wider than long; front straight, orbits 
shallow; anterolateral margin strongly convex, 
with numerous small spines, much longer than 
posterolateral margin; carapace regions well defined, 
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subdivided into numerous small subregions, densely 
granular. Eocene (Lutetian, Priabonian): Hungary, 
Italy.——Fig. 6,4. *P. hantkenii (Lőrenthey), 
KSU D 144, cast of holotype MAFI E322, Eocene 
Hungary, scale bar, 1 cm (new).

Serenius Guinot, 1976, p. 272 [*Zozymus pilosus 
A. Milne-Edwards, 1867, p. 271; OD]. Cara-
pace ovate, wider than long; front convex, axially 
notched; orbits broadly rimmed; anterolateral 
margins tightly convex, with four spines or lobes 
excluding outer-orbital angle; regions well marked 
and ornamented with large scabrous, forward-
directed tubercles, similar ornamentation on pereio-
pods. Holocene (fossil): Taiwan. Holocene: Indo-

Pacific Ocean.——Fig. 6,5. S. kuekenthali de Man, 
1902, USNM 1467332, Holocene, Papua New 
Guinea, scale bar, 1 cm (new).

Subfamily ANTROCARCININAE  
Ng & Chia, 1994

[Antrocarcininae Ng & Chia, 1994, p. 702]

Carapace hexagonal, regions well defined, 
cardiac region especially inflated and trans-
versely widened; intestinal region rectan-
gular; anterolateral margin with three blunt 
spines, posterolateral margin may have 

1a  Heteractaea 1b
2a  Paractaea

2b

3  Phlyctenodes 4  Pseudophlyctenodes

 5  Serenius 
6a  Antrocarcinus

6b

7a  Chlorodiella 7b
8  Pilodius

RMF 177 Xanthoidea 4. 1. Heteractaea lunata, USNM 139571. 1a, dorsal; 1b, ventral. Holocene, Paci�c, 
Panama. 2. Paractaea rufopunctata, USNM 1183553. 2a, dorsal; 2b, ventral. Holocene, North Paci�c, Guam.
3. Phlyctenodes krenneri, KSU 145, cast of holotype 9301. Eocene, Hungary. 4. Pseudophlyctenodes
hantkeni, KSU 144, cast of holotype, E322. Eocene, Hungary.  5. Serenius kuekenthali, USNM 1467332. 
Holocene, South Paci�c. Papu New Guinea. 6. Antrocarcinus petrosus, USNM 268704. 6a, dorsal; 6b, ventral.
Holocene, South Paci�c, Caledonia. 7. Chlorodiella negra, USNM 1138270. 7a, dorsal; 7b, ventral. Holocene,
South Paci�c, Solomon Islands. 8. Pilodius, USNM 1184888. Holocene,North Paci�c, Palau. Scale bars = 1 cm. 

Fig 6. Xanthidae (p. 14–16).
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anterior spine; sternal suture 2/3 distinct, 
sternal suture 3/4 deep, interrupted axially; 
male pleonal somites fused but sutures 
remain. Holocene.
Antrocarcinus Ng & Chia, 1994, p. 707 [*A. petrosus, 

p. 707, fig.1–4, 10A; OD]. Carapace markedly 
hexagonal, angular, approximately one-third wider 
than long; front deeply axially notched; anterolat-
eral margins with four or so spines, posterolateral 
margin with one spine just posterior to anterolateral 
corner; cardiac region wide; pereiopods 3–5 with 
strong triangular spines on carpus; pleon with 
transverse ridges on somites 2–5. Holocene: New 
Caledonia, South Pacific Ocean.——Fig. 6,6a–b. 
*A. petrosus, USNM 268704, Holocene, New 
Caledonia; dorsal (a) and ventral (b) views; scale 
bars, 1 cm (new).

Subfamily CHLORODIELLINAE  
Ng & Holthuis, 2007

[Chlorodiellinae Ng & Holthuis, 2007, p. 22; ICZN Opinion 
2204, 2008]

Carapace  wider  than long,  l ength 
approximately two-thirds to three-quarters 
maximum carapace width, widest two-thirds 
to three-quarters the distance posteriorly; 
regions range from well marked to poorly 
defined; anterolateral margin with two to 
four spines excluding outer-orbital spines, 
longer than posterolateral margin; front 
broadly bilobed and with small inner-orbital 
projections, not extending beyond orbits; 
fingers with spoon-shaped tips. Eocene–
Holocene.
Chlorodiella Rathbun, 1897, p. 157 [*Cancer niger 

Forskål, 1775, p. 89; SD ICZN Opinion 2204, 
2008; =Cancer clymene Herbst, 1801 in 1782–
1804, p. 41, pl. 52,6; =Chlorodius nebulosus Dana, 
1852a, p. 214; =Chlorodius depressus Heller, 
1861a, p. 338]. Carapace hexagonal, wider than 
long; fronto-orbital margin approximately half 
greatest width; front approximately one-third 
greatest width, with four weakly defined lobes; two 
upper orbital fissures indistinct or absent; antero-
lateral margin bearing four lobes or spines, some 
extending onto carapace in broad ridges; dorsal 
surface slightly convex, usually smooth; regions 
faintly or not defined; chelipeds and chelae long, 
outer surface smooth or granular; basal article of 
the antenna with outer anterolateral angle not 
elongate and orbital hiatus open; antennal flagellum 
folded freely in orbital hiatus; male pleopod 1 with 
subapical setae strong and directed posteriorly 
or fine and weakly developed. Eocene–Holocene. 
Eocene: Italy. Miocene (Burdigalian): Spain. Miocene 
(Langhian): Austria, Hungary, Poland, Spain. Serra-

vallian: Spain. Miocene: Jamaica, Java. Pliocene: 
Fiji. Pleistocene: Japan, Taiwan. Holocene: Indo-
West Pacific Ocean, eastern Pacific Ocean, West 
Indes.——Fig. 6,7a–b. *C. nigra, USNM 1138270, 
Holocene, Solomon Islands; dorsal (a) and ventral 
(b) views; scale bars, 1 cm (new). 

Cyclodius Dana, 1851b, p. 126 [*Cyclodius ornatus 
Dana, 1852b, p. 80; SD ICZN Opinion 73, 
1941, Direction 37, 1956; =Chlorodius obscurus 
Jacquinot & Lucas, 1846 in 1842–1853, p. 26, 
pl. 3,4; =Chlorodius monticulosus Dana, 1852a, 
p. 206] [=Phymodius A. Milne-Edwards, 1863, 
p. 283 (type, Chlorodius ungulatus H. Milne 
Edwards, 1834 in 1834–1840, p. 400, pl. 16,6–8; 
SD Rathbun, 1930, p. 294)]. Carapace wider than 
long; front with four lobes; orbits broadly rimmed; 
protogastric regions long, bilobed longitudinally; 
anterolateral margins longer than posterolateral 
margins, with five spines including outer-orbital 
spine; gastric regions longer than branchial regions; 
basal article of the antenna with outer anterolateral 
angle not elongate and orbital hiatus open; antennal 
flagellum folded freely in orbital hiatus. Pleisto-
cene–Holocene. Pleistocene: Jamaica, Japan, Sarawak, 
Taiwan. Holocene: Caribbean Sea, Indo-Pacific 
Ocean.——Fig. 7,1a–b. *C. obscurus, USNM 
91628, Holocene, South Pacific; dorsal (a) and 
ventral (b) views; scale bars, 1 cm (new).

Pilodius Dana, 1851b, p. 126 [*Pilodius pubescens 
Dana, 1852a, p. 217; SD Serène, 1984, p. 233] 
[=Chlorodopsis  A. Milne-Edwards ,  1873, p. 
227 (type, C. melanochirus, p. 228; SD ICZN 
Opinion 73, 1941, Direction 37, 1956)]. Carapace 
hexagonal, wider than long; front-orbital margin 
approximately three-quarters greatest width; frontal 
margin smooth or spinose, approximately one-third 
greatest width; upper orbital margin with two 
fissures; anterolateral margin bearing four to five 
spines including outer-orbital spine, sometimes 
with supplementary spines; dorsal surface slightly 
convex, usually granular, with well-defined regions; 
chelipeds long, outer surface granular or spinose; 
pereiopods also granular or spinose; basal article of 
antenna with outer anterolateral angle more or less 
elongate and lodged into orbital hiatus which it 
can completely obstruct; antennal flagellum extends 
out of orbital hiatus. Miocene–Holocene. Miocene 
(Burdigalian): Japan. Miocene (Langhian): Austria, 
Hungary, Spain. Miocene (Tortonian): Austria, 
Hungary, Spain. Pliocene–Pleistocene: Marshall 
Islands. Pleistocene: Taiwan. Holocene: Indo-West 
Pacific Ocean, central Pacific Ocean.——Fig. 6,8. 
*P. pubescens, USNM 1184888, Holocene, North 
Pacific, scale bar, 1 cm (new).

Subfamily CYMOINAE Alcock, 1898

[nom. transl. Takeda, 1976, p. 70, ex Cymoida Alcock,  
1898, p. 78]

Carapace subcircular or oval, approx-
imately as long as wide; front medially 
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notched, with several spines approximately 
half greatest width; regions poorly defined; 
anterolateral margins nearly straight, with 
weak projections, longer than posterolat-
eral margins; posterolateral margins nearly 
straight; male pleon with somites 3–5 fused; 
cheliped unequal, dissimilar. Pleistocene–
Holocene.
Cymo de Haan, 1833 in 1833–1850, p. 22 [*Pilumnus 

andreossyi Audouin, 1826, p. 86; M; ICZN Opinion 
73, 1941, Direction 37, 1956]. As for subfamily. 
Pleistocene: Japan. Holocene: Indo-West Pacific 

Ocean, central Pacific Ocean.——Fig. 7,2a–b. *C. 
andreossyi (Audouin), USNM 13919, Holocene, 
Japan; dorsal (a) and ventral (b) views; scale bars, 
1 cm (new).

Subfamily ETISINAE Ortmann, 1893

[Etisinae Ortmann, 1893, p. 429]

Carapace transversely hexagonal, wider 
than long; dorsal surface convex, smooth 
or finely granular, with moderately defined 
regions; front bilobed or four-lobed, usually 
protruded anteriorly, well separated from 

1a  Cyclodius
1b

2a  Cymo

2b
3b3a  Etisus

4a  Euxanthus 4b 5a  Hypocolpus

6a  Lipaesthesius
6b 5b

RMF 178 Xanthoidea 5. 1. Cyclodius obscurus, USNM 91628. 1a, dorsal; 1b, ventral. Holocene, South Paci�c, 
Samoa. 2. Cymo andreossyi, USNM 13919. 2a, dorsal; 2b, ventral. Holocene,  West and Central Paci�c.
3. Etisus splendidus, USNM 94506. 3a dorsal; 3b, ventral. Holocene, Tuamotu, South Paci�c. 4. Euxanthus
sculptilis, USNM 156007.  4a, dorsal; 4b, ventral. Holocene, Yap, North Paci�c. 5. Hypocolpus diverticulatus,
USNM 17794. 5a, dorsal; 5b ventral. Holocene, Mauritius, southern Indian Ocean. 6. Lipaesthesius leeanus, 
USNM 284196. 6a, dorsal; 6b ventral. Holocene,  Gulf of California, North Paci�c. Scale bars for 1-5 = 1 cm.
Scale bars for 6 = 5 mm. 

Fig 7. Xanthidae (p. 16–18).
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supraorbital angle; anterolateral margin with 
four to eight triangular spines excluding 
outer-orbital spine; male pleonal somites 
3–5 fused; chelipeds large, subequal, with 
rounded, spoon-shaped occlusal surfaces of 
tips of fingers; basal antennal article with 
outer anterolateral lobe within orbital hiatus; 
antennal flagellum outside orbit. Eocene 
(Ypresian)–Holocene.
Etisus H. Milne Edwards, 1834 in 1834–1840, p. 

410 [*Cancer dentatus Herbst, 1785 in 1782–
1804, p. 186, pl. 11,66; SD Glaessner, 1929, 
p. 168] [=Etisodes Dana, 1851b, p. 126 (type, 
E. frontalis, SD Ward, 1932, p. 245)]. As for 
subfamily. Eocene–Holocene. Eocene (Ypresian, 
Priabonian): Italy. Miocene (Langhian): Austria, 
Hungary. Pliocene: Fiji, Java. Pliocene–Pleistocene: 
Marshall Islands. Pleistocene: Japan, Taiwan. Holo-
cene: Indo-West Ocean, central Pacific Ocean.——
Fig. 7,3a–b. E. splendidus Rathbun, 1906, USNM 
94506, Holocene, central Pacific Ocean; dorsal (a) 
and ventral (b) views; scale bars, 1 cm (new).

Subfamily EUXANTHINAE  
Alcock, 1898

[nom. transl. Takeda, 1976, p. 70, ex Euxanthoida Alcock, 
1898, p. 77] [=Ladomedaeidae Števčić, 2005, p. 35; =Pilom-

edaeini Števčić, 2013, p. 188]

Carapace hexagonal, wider than long, 
regions well defined; front quadrilobed; 
orbits rimmed; anterolateral margin strongly 
convex, longer than posterolateral margin; 
posterolateral margin concave; subhe-
patic cavity may be present, may continue 
dorsally to form hole in anterolateral margin; 
sternum often with longitudinal grooves; 
chelipeds subequal, carpus, manus, and 
dactyli fitting against carapace; walking 
legs lay into concave posterolateral margin. 
Miocene (Burdigalian)–Holocene.
Euxanthus Dana, 1851b, p. 125 [*E. sculptilis Dana, 

1852b, p. 75; SD Guinot-Dumortier, 1960, p. 
164; =Cancer huonii Jacquinot & Lucas, 1853 
in 1842–1853, p. 16, pl. 4,1] [=Melissa Strahl, 
1861, p. 103 (type, Cancer melissa Herbst, 1801 
in 1782–1804, p. 7, pl. 51,1, absolute tautonymy) 
=Euxanthopsis Rathbun, 1897, p. 166, unneces-
sary replacement name; =Euryetisus Cano, 1889, 
p. 200, pl. 7,9–10 (type, E. deplanatus, SD ICZN 
Opinion 85, 1925, Direction 37, 1956)]. Subhe-
patic cavities absent; carapace smooth or gran-
ular, strongly vaulted longitudinally; anterolateral 
margin strongly convex, much longer than postero-
lateral margin, last anterolateral spine extending 
onto carapace in weak rim; maximum width 75% 

the distance posteriorly. Holocene (fossil): Taiwan. 
Holocene: Indo-West Pacific Ocean, central Pacific 
Ocean.——Fig. 7,4a–b. *E. sculptilis, USNM 
156007, Holocene, Micronesia; dorsal (a) and 
ventral (b) views; scale bars, 1 cm (new).

Hypocolpus Rathbun, 1897, p. 164 [*Cancer sculptus 
H. Milne Edwards, 1834 in 1834–1840, p. 376; 
M (preoccupied name, Cancer sculptus Herbst, 
1794 in 1782–1804, p. 153, pl. 37,4 ); =Melissa 
diverticulata Strahl, 1861, p. 103, replacement 
name pro C. sculptus H. Milne Edwards] [=Hypo-
coelus Heller, 1861b, p. 7 (type, C. sculptus H. 
Milne Edwards, M, non Hypocoelus Latreille, 
1834, p. 125)]. Carapace trapezoidal, much wider 
than long; front quadrilobed; anterolateral margin 
with numerous small spines on larger lobes, cris-
pate; posterolateral margin strongly concave, with 
tiny spines; dorsal surface strongly convex, densely 
granular; subhepatic cavity present; regions well 
defined, subdivided; chelipeds equal; pereiopods 
short, broad, folded against posterolateral margin. 
Pleistocene–Holocene. Pleistocene: Japan. Holo-
cene: Indo-West Pacific Ocean, central Pacific 
Ocean.——Fig. 7,5a–b. *H. diverticulatus (Strahl) 
USNM 17794, Holocene, Indian Ocean; dorsal (a) 
and ventral (b) views; scale bars, 1 cm (new).

Lipaesthesius Rathbun, 1898b, p. 584 [*L. leeanus, 
p. 585; M; ICZN Opinion 85, 1925, Direction 
37, 1956; =Medaeus rugosus Boone, 1927, p. 201]. 
Carapace wider than long, widest approximately 
half to 75% the distance posteriorly; front broadly 
convex, projected beyond orbits; orbits small; 
anterolateral margins strongly convex, sinuous, 
with tiny spines; posterolateral margins strongly 
concave, granular; dorsal carapace with weakly 
defined regions, ornamented with vermiculiform 
granular sinuous patterns that are also present on 
pereiopods and sternum. Pliocene–Holocene. Plio-
cene: Fiji. Holocene: eastern Pacific Ocean.——Fig. 
7,6a–b. *L. leeanus, USNM 284196, Holocene, 
Gulf of California, Mexico; dorsal (a) and ventral 
(b) views; scale bars, 1 cm (new).

Medaeops Guinot, 1967, p. 366 [*Leptodius granulosus 
Haswell, 1882, p. 61; OD; =Xantho macgillivrayi 
Miers, 1884, p. 211, pl. 20,C ; =Lophopanopeus 
japonicus Rathbun, 1898a, p. 272; =Lophoxanthus 
erosus Parisi, 1916, p. 181, fig. 4]. Carapace trans-
versely hexagonal, wider than long; front nearly 
straight, medially notched; anterolateral margin 
usually bearing four weak spines; posterolateral 
margin nearly straight; dorsal surface convex or 
flattened, with scabrous granulated ridges; subhe-
patic cavity absent; regions well defined; chelipeds 
weakly unequal; pereiopods short, broad, not 
folded against posterolateral margin; male pleon 
broad, telson short. Miocene–Holocene. Miocene 
(Burdigalian): Japan. Holocene: Indo-West Pacific 
Ocean.——Fig. 8,1a. *M. granulosus (Haswell), 
USNM 70896, Holocene, Australia, dorsal view, 
scale bar, 1 cm (new).——Fig. 8,1b. M. mega-
miensis Karasawa, 1993, MFM 83040, holotype, 
Miocene, Japan, dorsal view, scale bar, 1 cm (new). 
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Medaeus Dana, 1851b, p. 125 [*M. ornatus Dana, 
1852b, p. 76; M; ICZN Opinion 712, 1964] 
[=Stimpsonia  Števčić ,  2005, p.  134 (type, 
Pilumnus spinulifer Rathbun, 1898b, p. 585, pl. 
42,6–8, OD)]. Carapace hexagonal, not much 
wider than long; front sinuous, medially notched; 
orbits directed anterolaterally; anterolateral margin 
usually bearing four thick, tuberculated spines 
excluding outer-orbital angle; posterolateral margin 
nearly straight; dorsal surface convex with well-
defined regions; subhepatic cavity absent; chelipeds 
subequal; pereiopods not folded against postero-
lateral margin; sternum narrow; male pleon long, 
telson short. Miocene (Langhian)–Holocene. Miocene 
(Langhian): Japan. Miocene: Java, Fiji. Pliocene: Fiji. 
Holocene: west-central Pacific Ocean, eastern Pacific 
Ocean.——Fig. 8,2a–b. *M. ornatus, USNM 
39523, Holocene, Hawaii, USA; dorsal (a) and 
ventral (b) views; scale bars, 1 cm (new).

Monodaeus Guinot, 1967, p. 369 [*Xantho couchii 
Bell in Couch, 1851, p.14; OD; =Xantho tuber-
culatus Bell, 1852 in 1844–1852, p. 359]. Cara-
pace transversely hexagonal, regions well defined, 
granular, some with transverse ridges of gran-
ules; anterolateral margins with four sharp spines; 
posterolateral margins straight; chelipeds unequal; 
walking legs thin; male pleon short; sternum with 
axial groove. Miocene–Holocene. Miocene (Lang-
hian): Spain. Pliocene (Piacenzian)–Pleistocene: Italy. 
Holocene: Atlantic Ocean, Indian Ocean.——Fig. 
8,3a–b. *M. couchii (Bell in Couch), USNM 
123220, Holocene, North Atlantic Ocean; dorsal 
(a) and ventral (b) views; scale bars, 1 cm (new).

Subfamily GARTHIELLINAE  
Mendoza & Manuel-Santos, 2012

[Garthiellinae Mendoza & Manuel-Santos, 2012, p. 33]

As for genus. Holocene.

Garthiella Titgen, 1986, p. 56 [*Chlorodopsis aberrans 
Rathbun, 1906, p. 859, fig. 20; OD]. Carapace 
wider than long; front deeply axially notched, with 
some spines; anterolateral margin with four long 
spines excluding outer-orbital angle, carapace with 
large granules anteriorly; chelae with large granules 
on manus and carpus. Holocene: Pacific Ocean.——
Fig. 8,4. *G. aberrans (Rathbun), USNM 29434, 
Holocene, Hawaii, USA (scale bar, 1 cm (Rathbun, 
1906, fig. 20). 

Subfamily GLYPTOXANTHINAE 
Mendoza & Guinot, 2011

[Glyptoxanthinae Mendoza & Guinot, 2011, p. 30]

As for genus. Miocene (Langhian)–Holocene.

Glyptoxanthus A. Milne-Edwards, 1879 in 1873–
1880, p. 253 [*Actaea erosa Stimpson, 1862a, p. 
51; SD Rathbun, 1930, p. 263]. Dorsal carapace, 
sternum, pleon, and pereiopods ornamented with 

vermiculiform ornamentation comprised of fused 
granules; subhepatic cavities absent; front deflexed 
below level of orbits; orbits deep; anterolateral 
margins with four lobes. [Emended from Mendoza 
& Guinot, 2011, p. 30.] Miocene (Langhian)–Holo-
cene. Miocene (Langhian): Spain. Holocene: Atlantic 
Ocean, Caribbean Sea, western Mexico.——Fig. 
8,5a–b. *G. erosus, USNM 168866, Holocene, 
North Carolina, USA; dorsal (a) and ventral (b) 
views; scale bars, 1 cm (new).

Subfamily KRAUSSIINAE Ng, 1993
[Kraussiinae Ng, 1993, p. 135]

Carapace ovate, not much wider than 
long, moderately vaulted longitudinally and 
transversely; regions weakly defined anteri-
orly, undefined posteriorly, entire carapace 
ornamented with short transverse scabrous 
ridges; frontal margin quadrilobed, with 
tiny serrations overall; anterolateral margin 
very strongly convex, serrate; posterolateral 
margin strongly concave; sternum long, 
sternal sutures 2/3 and 3/4 complete; male 
pleonal somites 3–5 fused, fitting into epis-
ternites of sternites 7; chelipeds stout, short; 
walking legs short, with curved, flattened 
dactyli. Holocene.
Kraussia Dana, 1852c, p. 120 [*Corystes (Platyoni-

chus) rugulosus Krauss, 1843, p. 26, pl. 1,5; M; 
=Trichocera porcellana Adams & White, 1849, 
p. 59; =K. proporcellana Ward, 1934, p. 10, pl. 
1,7 ]. Holocene: east Africa, Indo-Pacific Ocean, 
central Pacific Ocean.——Fig. 8,6a–b. *K. rugu-
losa (Krauss), USNM 102946, Holocene, central 
Pacific Ocean; dorsal (a) and ventral (b) views; scale 
bars, 1 cm (new).

Subfamily LIOMERINAE Sakai, 1976

[nom. transl. Serène, 1984, p. 45, ex Liomeroida Sakai, 1976, 
p. 390]

Carapace ovate, much wider than long, 
carapace smooth, granular or rugose, 
regions well or poorly marked; anterolat-
eral margins entire or with weak spines; 
front weakly bilobed; chelipeds subequal or 
weakly unequal, fixed finger lacking tooth on 
occlusal surface; walking legs subcylindrical 
to flattened. Eocene (Ypresian)–Holocene.
Liomera Dana, 1851b, p. 124 [*Carpilius cinctimanus 

White, 1847b, p. 336, pl. 2,3; M, ICZN Opinion 
85, 1925, Direction 37, 1956; =Liomera lata Dana, 
1852b, p. 73; =L. cocosana Boone, 1927, p. 184, 
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fig. 63] [=Carpilodes Dana, 1851b, p. 126 (type, 
C. tristis Dana, 1852b, p. 77, M); =Carpiloxanthus 
A. Milne-Edwards, 1862b, p. 3 (type, C. vail-
lantianus, M); =Actaeopsis Lanchester, 1900, p. 
741 (type, Carpiliodes pallidus Borradaile, 1900, 
p. 586, pl. 40,3, M); non Actaeopsis Carter, 1898, 
p. 35 (type, A. wiltshirei, p. 35, pl. 2–3, M)]. 

[Dana (1851b) erected the genus Liomera and 
mentioned in a footnote that the genus included 
Carpilius cinctimanus White, 1847b. Dana (1852b) 
later erected the species Liomera lata. According to 
ICZN Opinion 85, Direction 37, Liomera cinc-
timana is the type species by monotypy. Liomera 
lata was later recognized as a junior synonym of  

1a  Medaeops 1b
2a  Medaeus

3a  Monodaeus 3b
2b

4  Garthiella 5a  Glypotoxanthus 5b

6a  Kraussia 6b

7a  Liomera

8a  Neoliomera 8b 7b

RMF 179 Xanthoidea 6. 1, Medaeops. 1a, Medaeops granulosus, USNM 70896. Dorsal carapace. Holocene,
Melbourne, Australia. 1b, M. megamiensis, Holotype, MFM83040, Miocene, Japan. 2, Medaeus ornata, 
USNM 39523. 2a, dorsal; 2b ventral. Holocene, Hawaii. 3. Monodaeus couchi, USNM 123220. 3a, dorsal;
3b, ventral. Holocene, North Atlantic. 4.  Garthiella aberras. USNM 29434.  Holocene, Hawaii. 
5. Glypotoxanthus erosus, USNM 168866. 5. dorsal; 5b, ventral. Holocene, North Atlantic, N. Carolina.
6. Kraussia yugulosa, USNM 102946. Holocene, Eniwetok Atol. 7. Liomera cinctimana, USNM 6593. Holocene
Australia. 8. Neoliomera pubescens, USNM 99140. Holocene, Hawaii. Scale bars = 1 cm.

Fig 8. Xanthidae (p. 18–21).
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L. cinctimana by Serène (1984), and Rathbun 
(1930) synonymized Liomera cocosana with L. 
cinctimana.] Carapace very broad, ovate, vaulted 
transversely and longitudinally, point of maximum 
width more than half the distance posteriorly on 
carapace; front narrow, obliquely deflexed, medially 
notched; orbit small, with two fissures; anterolateral 
margin tightly convex, usually with four broad, 
rounded lobes separated by grooves extending onto 
carapace; posterolateral margin strongly convergent, 
weakly concave; regions well defined in ante-
rior half, regions subdivided. Miocene–Holocene. 
Miocene (Messinian): Italy. Pliocene: Fiji. Pleistocene: 
Japan, Taiwan. Holocene: Indo-West Pacific Ocean, 
central Pacific Ocean, Pacific coastal Central 
America.——Fig. 8,7a–b. *L. cinctimana (White), 
USNM 6593, Holocene, Australia; dorsal (a) and 
ventral (b) views; scale bars, 1 cm (new).

Neoliomera Odhner, 1925, p. 25 [*Zozymus pubescens 
H. Milne Edwards, 1834 in 1834–1840, p. 384; 
OD]. Dorsal carapace wider than long, ovate, 
surface somewhat flattened transversely; regions 
usually poorly defined, especially posteriorly; 
anterolateral margin tightly convex, usually with 
four broad, rounded lobes separated by grooves 
extending onto carapace; posterolateral margin 
strongly convergent, weakly concave. Eocene (Ypre-
sian)–Holocene. Eocene (Ypresian, Priabonian): 
Italy. Miocene (Langhian): Spain. Pliocene: Japan, 
Taiwan. Pleistocene: Japan, Taiwan. Holocene: Indo-
West Pacific Ocean, central Pacific Ocean.——Fig. 
8,8a–b. *N. pubescens (H. Milne Edwards), USNM 
99140, Holocene, USA (Hawaii); dorsal (a) and 
ventral (b) views; scale bars, 1 cm (new).

Neomeria Hu & Tao, 1996, p. 108 [*Carpilodes 
lelingae Hu, 1981, p. 65, pl. 3,1–2; OD]. Cara-
pace wider than long, widest approximately three-
quarters the distance posteriorly; carapace regions 
and subregions very well defined by deep grooves; 
front axially notched, otherwise straight; antero-
lateral margin longer than posterolateral margin; 
posterolateral margin at very low angle to posterior 
margin. Pliocene: Taiwan.——Fig. 9,1. *N. lelingae 
(Hu), NMNS002163-F007939, Pliocene, Taiwan, 
scale bar, 1 cm (new; photo by K. S. Lee, National 
Museum of Natural Science, Taiwan, & T.-Y. Chan, 
National Taiwan Ocean University).

Subfamily POLYDECTINAE  
Dana, 1851

[Polydectinae Dana, 1851b, p. 127] [=Melioida Alcock, 
1898, p. 177; =Lybioida Serène, 1965, p. 26]

Carapace approximately as wide as long, 
circular to quadrate; regions poorly defined, 
smooth; front nearly straight; anterolateral 
margins short, shorter than posterolateral 
margins, with three or so blunt spines; 
posterolateral margins long, straight; cheli-
peds isochelous, fingers long, slender, 

occlusal surfaces with sharp spines, adapted 
to holding anemones; sternum narrow; 
pleonal somites 1 and 2 visible in dorsal 
view. Miocene–Holocene. Only unnamed 
fossil representatives.

Polydectus H. Milne Edwards, 1837 in 1834–1840, 
p. 145 [*Cancer cupulifer Latreille in Milbert, 
1812, p. 273; M; =Pilumnus cupulifer Latreille, 
1825a, p. 124, ICZN Opinion 85, 1925, Direction 
36, 1956, Direction, 37, 1956; =Polydectus villosus 
Dana, 1852b, p. 81]. Carapace very densely setose, 
chelae adapted for holding anemones. Holocene: 
Indo-Pacific Ocean, Red Sea.——Fig. 9,2. *P. 
cupulifer (Latreille in Milbert), USNM 29580, 
Holocene, Hawaii, USA, scale bar, 1 cm (new).

Lybia H. Milne Edwards, 1834 in 1834–1840, p. 431 
[*Grapse tessellatus Latreille in Milbert, 1812, p. 
275; M; ICZN Opinion 85, 1925, Direction 36, 
1956, Direction 37, 1956] [=Melia Latreille in 
Berthold, 1827, p. 255 (type, G. tessellatus, M) 
preoccupied by Melia Bosc, 1813, p. 233; =Prolybia 
Ward, 1933, p. 386 (type, P. australensis, p. 386, 
pl. 21,3–4, M]. Carapace hexagonal, slightly 
wider than long; front-orbital margin about 75% 
greatest width; frontal margin nearly straight; orbit 
shallow; anterolateral margin with four lobes or a 
single spine; dorsal surface rather depressed with 
poorly defined regions; chelipeds slender, shorter 
than pereiopods. Miocene (Burdigalian)–Holocene. 
Miocene (Burdigalian): Japan. Holocene: Indo-West 
Pacific Ocean, central Pacific Ocean.——Fig. 
9,3a–b. *L. tesselata (Latreille in Milbert), USNM 
41350, Holocene, Solomon Islands; dorsal (a) and 
ventral (b) views; scale bars, 1 cm (new).

Subfamily SPEOCARCININAE  
Števčić, 2005

[nom. transl. Ng, Guinot, & Davie, 2008, p. 201, ex  
Speocarcinidae Števčić, 2005, p. 54]

As for genus. Eocene–Holocene.
Speocarcinus Stimpson, 1862a, p. 58 [*S. carolin-

ensis, p. 59, pl. 1,1–3; M; ICZN Opinion 85, 
1925, Direction 37, 1956]. Carapace rectangular, 
wider than long; front bilobed, nearly straight; 
orbits small, deeper axially than laterally; antero-
lateral margins short, with four spines excluding 
outer-orbital margin; posterolateral margin longer 
than anterolateral margin; posterior margin long, 
straight; carapace region weakly developed; male 
pleonal somites 3–5 fused, male gonopod 1 slender; 
male gonopod 2 short; chelipeds and walking legs 
short. Eocene (Ypresian)–Holocene. Eocene (Ypre-
sian–Lutetian): Italy. Miocene: California, USA. 
Holocene: Gulf of Mexico, western Mexico and 
Central America, eastern South America.——Fig. 
9,4a–b. *S. carolinensis, USNM 45951, Holocene, 
Florida; dorsal (a) and ventral (b) views; scale bars, 
1 cm (new).
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Subfamily XANTHINAE MacLeay, 1838
[nom. transl. Dana, 1851b, p. 124, ex Xanthidae MacLeay, 
1838, p. 59] [=Xanthodioida Alcock, 1898, p. 78; =Coral-
liopinae Števčić, 2005, p. 41; =Eucratodinae Števčić, 2005, 
p. 46; =Gonopanopeini Števčić, 2005, p. 49; =Liagorini 
Števčić, 2005, p. 44; =Megametopinae Števčić, 2005, p. 
46; Micropanopeini Števčić, 2005, p. 50; =Paraxanthini 
Števčić, 2005, p. 43; =Orphnoxanthini Števčić, 2005, p. 
44; Camilohelleriini Števčić, 2011, p.129; =Nanocassiopini 

Števčić, 2013, p. 187]

Carapace wider than long; regions well or 
poorly defined, granular or smooth; antero-

lateral margins convex, generally with four or 
five anterolateral spines but may have as many 
as ten; posterolateral margins concave; front 
straight, with median notch and lateral fissure 
separating front from orbits; basal article of 
antennae wide, short; antennal flagellum 
within orbit; chelipeds large, heterochelous 
or isochelous, smooth, granular or spinous; 
sternite 4 long, male telson only covering 
posterior half. Eocene (Ypresian)–Holocene.

1  Neomeria
2  Polydectus

3a  Lybia

4a  Speocarcinus 4b

3b

5a Cycloxanthops 5b 6a  Demania

7a  Lachnopodus 7b 6b

8 Garthiope 9a  Leptodius 9b

RMF 180 Xanthoidea 7. 1.Neomeria lelingae, no number. Pliocene, Taiwan. Photo sent by T.-Y. Chan.
2. Polydectus, USNM 29580. 2a, dorsal; 2b, ventral. Holocene, Hawaii. 3. Lybia tesselata, USNM 41350.
3a, dorsal; 3b, ventral. Holocene, Solomon Islands, Pai�c. 4. Speocarcinus carolinensis, USNM 45951. 
4a, dorsal; 4b, ventral. Holocene, Key West, Florida. 5. Cycloxanthops vittatus, USNM 3208. 5a, dorsal;
5b ventral. Holocene, Panama Pci�c coast. 6. Demania garthi, USNM 256529. 6a, dorsal; 6b, ventral.
Holocene, Tuamotu, South Paci�c. 7. Lachnopodus tahitensis, USNM 94547. 7a, dorsal;7b, ventral. Holocene,
Raroia, South Paci�c. 8. Garthiope spinipes, ULLZ 7516. Holocene, Caribbean. Photo by D. Felder. 
9. Leptodius exaratus, USNM 98805. 9a, dorsal; 9b, ventral. Holocene, Moreton Bay, Australia. 

Fig 9. Xanthidae (p. 21–23).
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Cycloxanthops Rathbun, 1897, p. 164 [*Xantho 
sexdecimdentatus H. Milne Edwards & Lucas, 
1843, p. 15, pl. 7,2; OD; replacement name pro 
Cycloxanthus A. Milne-Edwards, 1863, p. 278, non 
H. Milne Edwards in d’Archiac, 1850, p. 304]. 
Carapace not much wider than long, regions weakly 
defined; orbits small, with two fissures; anterolat-
eral margins long, convex, with nine anterolateral 
spines excluding outer-orbital spine; posterolat-
eral margins concave, shorter than anterolateral 
margins; chelae large, smooth; sternum obovate, 
widest anteriorly, narrowing posteriorly; sternal 
suture 3/4 entire, sternite 4 with axial groove that 
is not continuous with sternopleonal cavity. Plio-
cene–Holocene. Pliocene: Fiji. Pleistocene: USA (Cali-
fornia). Holocene: Pacific coastal Central America, 
Japan.——Fig. 9,5a–b. C. vittatus (Stimpson, 
1862b), USNM 3208, Holocene, Panama; dorsal 
(a) and ventral (b) views; scale bars, 1 cm (new).

Demania Laurie, 1906, p. 396 [*D. splendida, p. 397, 
pl. 1,8, pl. 2,1; M]. Carapace transversely oval or 
hexagonal; front bilobed or nearly straight, medially 
notched, not extending beyond supraorbital angle; 
anterolateral margin convex, with four spines or 
projections, sometimes granulate; posterolateral 
margin convex, approximately same length as 
anterolateral margin; dorsal surface convex, with 
large tuberculate, rarely granular; regions well 
defined and divided into subregions; chelipeds 
subequal with tubercular outer surface; fingers of 
larger chelipeds with pointed tips. Miocene–Holo-
cene. Miocene: Iran, Taiwan. Pliocene: Java, Taiwan. 
Pleistocene: Philippines, Taiwan, Vanuatu. Holocene: 
Indo-West Pacific Ocean, central Pacific Ocean.——
Fig. 9,6a–b. Demania garthi Guinot & Richer de 
Forges, 1981, USNM 256529, Holocene, Tuamotu 
Archipeligo, French Polynesia; dorsal (a) and ventral 
(b) views; scale bars, 1 cm (new).

Garthiope Guinot, 1990, p. 470 [*Micropanope 
spinipes A. Milne-Edwards, 1880 in 1873–1881, 
p. 326, pl. 54,3; OD]. Carapace wider than long, 
hexagonal, flattened or weakly vaulted, regions 
weakly defined, sometimes with transverse ridges; 
orbits with two fissures; anterolateral margin with 
three spines not including outer-orbital spines, 
shorter or as long as posterolateral margin; postero-
lateral margin nearly straight; sternal suture 2/3 
complete; sternal suture 3/4 indicated at the lateral 
margins only; male pleopods 1 incurved dorso-
ventrally, subdistally with corneous spines; male 
pleopods 2 short. Pliocene–Holocene. Pliocene–Pleis-
tocene: Jamaica. Holocene: Caribbean Sea, western 
Atlantic Ocean.——Fig. 9,8. *G. spinipes (A. Milne-
Edwards), ULLZ 7516, Holocene, Caribbean Sea, 
scale bar, 1 cm (new; photo by D. L. Felder, Univer-
sity of Louisiana at Lafayette, USA).

Lachnopodus Stimpson, 1858, p. 30 [*L. rodgersi; M] 
[=Lioxantho Alcock, 1898, p. 90 (type, L. tumidus 
Alcock, 1898, p. 90, SD Ward, 1942a, p. 93)]. 
Carapace regions poorly defined, smooth or gran-
ular; orbits very small, directed forward; anterolat-
eral margin strongly convex, approximately as long 

as posterolateral margin, first two anterolateral 
spines blunt, spines 3 and 4 sharp; posterolateral 
margin concave; chelipeds strongly heterochelous.  
Miocene–Holocene. Miocene (Messinian): Algeria. 
Pliocene–Pleistocene: Taiwan. Holocene: Indo-West 
Pacific Ocean and central Pacific Ocean, Australia, 
Red Sea.——Fig. 9,7a–b. L. tahitensis de Man, 
1889, USNM 94547, Holocene, Raroia, French 
Polynesia; dorsal (a) and ventral (b) views; scale 
bars, 1 cm (new).

Leptodius A. Milne-Edwards, 1863, p. 283 [*Chlo-
rodius exaratus  H. Milne  Edwards ,  1834 in 
1834–1840, p. 402; M; ICZN Opinion 85, 1925, 
Direction 37, 1956; =Cancer inaequalis Olivier, 
1791, p. 166; =Cancer inaequalis Audouin, 1826, 
p. 86; =Actaeodes lividus Paul’son, 1875, p. 35 
(English edition)]. Carapace transversely oval, wider 
than long; front nearly straight, medially notched, 
not extending beyond supraorbital angle; antero-
lateral margin strongly convex, usually bearing 
four spines, longer than posterolateral margin; 
posterolateral margin weakly concave; dorsal surface 
convex anteriorly, flat in posterior half; regions well 
defined and subdivided; chelipeds subequal with 
smooth outer surface; fingers of larger chelipeds 
with strongly hollowed occlusal surface of tips; 
gonopod 1 of male with short subdistal spines, 
elongate apical lobe, and fungiform tubercles 
Miocene (Burdigalian)–Holocene. Miocene (Burdi-
galian): Japan. Miocene: Jamaica. Holocene: Indo-
West Pacific Ocean and central Pacific Ocean, 
western Mexico, Caribbean Sea.——Fig. 9,9a–b. 
L. exaratus (H. Milne Edwards), USNM 98805, 
Holocene, Australia, dorsal (a) and ventral (b) views; 
scale bars, 1 cm (new).

Liagore De Haan, 1833 in 1833–1850, p. 19 [*Cancer 
(Liagore) rubromaculatus de Haan, 1833 in 1833–
1850, p. 19; M; ICZN Opinion 85, 1925, Direc-
tion 37, 1956]. Carapace wider than long, ovate, 
smooth, regions poorly defined to undefined; 
front nearly straight with weak medial notch; 
orbits shallow; anterolateral margins entire or with 
weak spines, shorter than posterolateral margins; 
posterolateral margins nearly straight or weakly 
convex; chelipeds strong, approximately same in 
size. Pleistocene–Holocene. Pleistocene: Philippines, 
Taiwan. Holocene: Indo-West Pacific Ocean.——
Fig. 10,1a–b. *L. rubromaculata (de Haan), USNM 
26250, Holocene, Japan; dorsal (a) and ventral (b) 
views; scale bars, 1 cm (new).

Macromedaeus Ward, 1942a, p. 92 [*M. punctatus, 
p. 92, pl. 5,8; OD; =Xantho nudipes A. Milne-
Edwards, 1867, p. 266]. Carapace transversely 
oval, wider than long, position of maximum width 
more than half the distance posteriorly on cara-
pace; front nearly straight, medially notched, not 
extending beyond supraorbital angle; anterolateral 
margin strongly convex, usually with more than 
four spines; dorsal surface convex anteriorly, flat in 
posterior half; regions well defined and subdivided 
in anterior two-thirds, granular; chelipeds subequal 
with strongly tubercular outer surfaces; fingers of 
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larger chelipeds with excavated occlusal surface 
of tips. Pleistocene–Holocene. Pleistocene: Japan. 
Holocene: Indo-West Pacific Ocean and central 
Pacific Ocean.——Fig. 10,2a–b. M. distinguendus 
(de Haan, 1835 in 1833–1850), USNM 1410501, 
Holocene, South Korea; dorsal (a) and ventral (b) 
views; scale bars, 1 cm (new).

Megamia Karasawa, 1993, p. 64 [*M. anaglypta, p. 
64, pl. 15,3; OD]. Carapace transversely oval, much 
wider than long; front bilobed; orbit inclined poste-
riorly; dorsal surface convex; regions well defined and 
subdivided by deep grooves. Miocene (Burdigalian): 
Japan.——Fig. 10,4. *M. anaglypta, holotype MFM 
83026, Miocene, Japan, scale bar, 1 cm (new).

Metopoxantho de Man, 1904, p. 255 [*M. martini, p. 
257, pl. 9,1; M]. Carapace wider than long, regions 
poorly defined; anterolateral margins with two or 
three blunt spines; front quadrilobed; male pleonal 
somites 3–5 appearing to be fused but with evident 
sutures. Pleistocene: Indonesia (Celebes).——Fig. 
10,3a–b. *M. martini, Pleistocene, Sulawesi, Indo-
nesia; dorsal (a) and ventral (b) views; scale bars, 1 
cm (de Man, 1904, pl. 9,1 and 1c).

Micropanope Stimpson, 1871, p. 139 [*M. sculp-
tipes, p. 140; M; ICZN Opinion 85, 1925, Direc-
tion 37, 1956; =M. pugilator A. Milne-Edwards, 
1880 in 1873–1880, p. 326, pl. 54] [=Aldrovandia 
Števčić, 2005, p. 133 (type, M. taylori Garth, 

1a  Liagore 1b 2a  Macromedaeus

2b3a  Metopoxantho 3b

5b
5a  Micropanope

4  Megamia

6a  Nanocassiope 6b 7  Palaeoxanthops

RMF 181 Xanthoidea 8. 1. Liagore rubromaculata, USNM 26250. 1a, dorsal, 2b, ventral.  Holocene,
Japan. 2. Macromedaeus distinguendus, USNM 1410501. 2a, dorsal; 2b, ventral.. Holocene, 
Korea, North Pacific. 3. Metopoxantho martini, no catalogue number. 3a, dorsal; 3b, sternum and 
male pleon. Pleistocene, Celebes, Indonesia. From  DeMan, 1904, pl. 1, fig. 1. 4. Megami 
anaglypta, Holotype, MFM 83026.Miocene, Japan. Photo by Karasawa. 5. Micropanope
sculptipes. 5a, dorsal; 5b, ventral. Holocene, Florida. Scale bar = 5 mm. 6. Nanocassiope
melanodactyla, USNM 127166. 6a, dorsal, 6b, ventral. Annobon Is., South Atlantic. Scale = 5 mm.
7. Palaeoxanthops minutus, Holotype, MFM 83044. Miocene, Japan.  Scale = 5 mm. 
Photo by Karasawa. Scale bars 1 - 4 = 1 cm. 

Fig 10. Xanthidae (p. 23–25).



Systematic Descriptions: Trapezioidea and Xanthoidea 25

1986, p. 3, fig. 2, OD); =Aristotelopanope Števčić, 
2005, p. 133 (type, M. ashcrafti Garth, 1986, p. 
5, fig. 3, OD); =Helleria Števčić, 2005, p. 133 
(type, M. manteri Garth, 1986, p. 2, fig. 1, OD)]. 
Carapace, hexagonal, wider than long, regions 
moderately defined, often ornamented with large 
tubercles anteriorly; fronto-orbital width 75% or 
more maximum carapace width; front bilobed; 
anterolateral margin short, shorter than postero-
lateral margin, with four spines excluding outer-
orbital spine; posterolateral margin nearly straight; 
posterior margin wide, sinuous; sternal sutures 2/3 
and 3/4 entire, sternite 4 with longitudinal groove 
anterior to sternopleonal cavity. Miocene–Holocene. 
Miocene–Pleistocene: Jamaica. Pliocene: Panama. 
Holocene: Atlantic Ocean, central-eastern Pacific 
Ocean.——Fig. 10,5a–b. *M. sculptipes, USNM 
60777, Holocene, Florida, USA; dorsal (a) and 
ventral (b) views; scale bars, 5 mm (new).

Nanocassiope Guinot, 1967, p. 355 [*Xanthodes 
melanodactylus A. Milne-Edwards, 1868, p. 60, 
pl. 17,1–3; OD]. Carapace hexagonal, wider than 
long; fronto-orbital margin approximately two-
thirds greatest width; front weakly bilobed, not 
extending beyond supraorbital angle; anterolateral 
margin convex, short, shorter than posterolateral 
margin, with four spines excluding outer-orbital 
spine; posterolateral margin straight or slightly 
convex; dorsal surface convex, granular anteriorly; 
regions well defined; chelipeds subequal with gran-
ulated outer surface; fingers of larger chelipeds with 
pointed tips. Eocene (Ypresian)–Holocene. Eocene 
(Ypresian): Italy. Pleistocene: Japan. Holocene: Indo-
West Pacific Ocean, central Pacific Ocean, eastern 
Pacific Ocean, central Atlantic Ocean, eastern 
Atlantic Ocean.——Fig. 10,6a–b. *N. melanodac-
tyla (A. Milne-Edwards), USNM 127166, Holo-
cene, Equatorial Guinea; dorsal (a) and ventral (b) 
views; scale bars, 5 mm (new).

Palaeoxanthops Karasawa, 1993, p. 62 [*P. minutus, p. 
62, p. 16,1,4,8; OD]. Carapace hexagonal, slightly 
wider than long, widest about 80% the distance 
posteriorly; frontal margin straight, medially 
notched; orbit small, inclined posteriorly; antero-
lateral margin convex, much longer than postero-
lateral margin, with four laterally directed spines, 
last extending onto dorsal carapace as oblique ridge; 
posterolateral margin at very low angle to posterior 
margin; dorsal surface convex anteriorly, nearly 
flat posteriorly; regions well defined, subdivided. 
Miocene (Burdigalian): Japan.——Fig. 10,7. *P. 
minutus, holotype MFM 83044, Miocene, Japan, 
scale bar, 5 mm (new). 

Paraxanthias Odhner, 1925, p. 85 [*Xanthodes notatus 
Dana, 1852a, p. 178; OD]. Carapace transversely 
oval or hexagonal, wider than long; front weakly 
bilobed, not extending beyond supraorbital angle; 
anterolateral margin convex with four well sepa-
rated spines, approximately as long as postero-
lateral margin; posterolateral margin straight or 
weakly concave; dorsal surface convex, smooth; 
regions well defined, subdivided, ornamented with 
very large tubercles, especially anteriorly; cheli-

peds subequal with very coarsely tubercular outer 
surface; fingers of larger chelipeds with pointed tips; 
sternal suture 3/4 developed as a notch laterally and 
obsolete elsewhere, sternite 4 with a longitudinal 
groove extending anteriorly from sternopleonal 
cavity.  Miocene–Holocene. Miocene (Burdigalian): 
Japan. Holocene: Indo-West Pacific Ocean, Panama, 
east Atlantic Ocean.——Fig. 11,1a–b. *P. notatus 
(Dana), USNM 1136711, Holocene, Hawaii, 
USA; dorsal (a) and ventral (b) views; scale bars, 
1 cm (new). 

Paraxanthodes Guinot, 1968, p. 723 [*Micropanope 
obtusidens Sakai, 1965, p. 103, fig. 2c, 3e–f; OD]. 
Carapace hexagonal, wider than long; front nearly 
straight, medially notched, not extending beyond 
supraorbital angle; anterolateral margin convex 
with four well-separated spines; dorsal surface 
convex with granulated ridges; regions well marked 
and subdivided into areolae by deep grooves; cheli-
peds subequal with granulated outer surface; fingers 
of larger chelipeds with pointed tips. Pleistocene–
Holocene. Pleistocene: Japan. Holocene: western Pacific 
Ocean, central Pacific Ocean, Australia.——Fig. 
11,2a–b. P. cumatodes (MacGilchrist, 1905), 
USNM 268716, Holocene, New Caledonia; dorsal 
(a) and ventral (b) views; scale bars, 1 cm (new).

Xanthias Rathbun, 1897, p. 165 [*Xanthodes grano-
somanus Dana, 1852b, p. 75; SD Serène, 1984, 
p. 191; =Xantho lamarckii H. Milne Edwards, 
1834 in 1834–1840, p. 391; =Xantho cultrimanus 
White, 1848, p. 225] [=Xanthodes Dana, 1852b, 
p. 75, non Xanthodes Guenée, 1852, p. 209 (Lepi-
doptera)]. Carapace transversely oval or hexagonal, 
not much wider than long; front-orbital margin 
usually wide, approximately one-half to two-thirds 
greatest width; front weakly bilobed, not extending 
beyond supraorbital angle; anterolateral margin 
convex, usually bearing four weak lobes, sometimes 
bearing well-defined teeth, shorter than posterolat-
eral margin; dorsal surface convex, smooth, rarely 
granular; regions usually weakly defined or not 
defined; chelipeds subequal; fingers of larger cheli-
peds with pointed tips. Miocene–Holocene. Miocene: 
Malaysia (Sabah). Pleistocene: Taiwan. Holocene: 
Indo-West Pacific Ocean.——Fig. 11,3a–b. X. 
lamarckii (H. Milne Edwards), USNM 91644, 
Holocene, American Samoa; dorsal (a) and ventral 
(b) views; scale bars, 1 cm (new).

Xantho Leach, 1814 in 1813–1814, p. 430 [*Cancer 
incisus Leach, 1814 in 1813–1814, p. 391; M; 
ICZN Opinion 423, 1956; =Cancer hydrophilus 
Herbst, 1790 in 1782–1804, p. 266, pl. 21,124; 
=Cancer floridus Montagu, 1808, p. 85, pl. 2,1] 
[=Salax Gistel, 1848, p. XI (type, C. incises, M)]. 
Carapace wider than long, ovate-hexagonal; front 
axially notched, otherwise straight; orbits small; 
anterolateral margins long, strongly convex, with 
four lobes or spines excluding outer-orbital spine, last 
extending onto carapace in weak ridge; posterolateral 
margins weakly concave; regions weakly defined; 
chelipeds more or less isochelous. Miocene (Burdi-
galian)–Holocene. Miocene (Burdigalian–Serraval-
lian): Spain. Miocene (Langhian): Austria, Hungary, 



26 Treatise Online, number 153

Poland, Spain. Miocene (Messinian): Malta, Italy. 
Miocene: Italy. Pliocene: Fiji. Pleistocene: Italy. Holo-
cene (fossil): Spain. Holocene: Indo-Pacific Ocean, 
Mediterranean Sea, eastern Atlantic Ocean.——Fig. 
11,4a–b. X. hydrophilus (Herbst), USNM 6547, 
Holocene, Channel Islands (UK); dorsal (a) and 
ventral (b) views; scale bars, 1 cm (new).

Xanthodius Stimpson, 1862a, p. 52 [*X. sternberghii; 
M; ICZN Opinion 85, 1925, Direction 37, 1956; 
=Xanthodius hebes Stimpson, 1862b, p. 208; =Actae-
odes mexicanus Lockington, 1877c, p. 42] [=Oliv-
ioxantho Števčić, 2005, p. 134 (type, Xantho 
denticulatus White, 1848, p. 225, OD)]. Carapace 
ovate, wider than long; front extending moderately 
beyond orbits; orbits closely spaced; anterolat-
eral margins tightly convex, with broad lobes or 
numerous small spines; posterolateral margin 

concave; carapace regions moderately defined, 
smooth; sternal suture 2/3 complete; sternal suture 
3/4 only developed on margins; sternite 4 very 
long, with axial fissure extending anteriorly from 
sterno-pleonal cavity but not continuous with it; 
chelipeds strongly heterochelous. Miocene–Holo-
cene. Miocene: Fiji. Holocene: eastern Pacific Ocean, 
Caribbean Sea, Atlantic Ocean.——Fig. 11,5a–b. 
*X. sternberghii, USNM 1462691; dorsal (a) and 
ventral (b) views; scale bars, 1 cm (new).

Subfamily ZALASIINAE Serène, 1968
[Zalasiinae Serène, 1968, p. 62]

[=Trichiidae de Haan 1839 in 1833–1850, pl. H, pl. 29,4, 
nom. correct. Ortmann, 1893, p. 419, pro Trichidea de Haan, 
1839 in 1833–1850, pl. H (preoccupied name); =Banareiini 

Števčić, 2005, p. 47]

Fig 11. Xanthidae (p. 25–26).

1a  Paraxanthias 1b

2a  Paraxanthodes

3a  Xanthias 3b 2b

4a  Xantho 4b

5a  Xanthodius 5b

RMF 182 Xanthoides 9. 1,Paraxanthias notatus, USNM 1136711. 1a, dorsal;  1b, ventral. Holocene, Paci�c, 
Hawaii. 2, Paraxanthodes cumatodes, USNM 268716. 2a, dorsal; 2b, ventral. Holocene, S. Paci�c, 
New Caledonia. 3, Xanthias lamarckii, USNM 91644. 3a, dorsal; 3b, ventral. Holocene, S. Paci�c, American
Samoa. 4. Xantho �orida, USNM 6547. 4a, dorsal; 4b  ventral. Holocene, Channel Islands? Eastern Atlantic 
5, Xanthodius sterberghi, USNM 1462691. 5a, dorsal; 5b, ventral. Holocene, East Paci�c? Scale bars = 1 cm.
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Carapace ovate, wider than long to approx-
imately as long as wide, regions moderately to 
poorly defined; anterolateral margins convex, 
usually with four spines but may be entire, 
last spine usually extending onto dorsal cara-
pace as ridge; posterolateral margin shorter 
than anterolateral margin, concave; chelipeds 
small, subequal, fingers narrow, sometimes 
crossing at tips; third maxilliped may be 
highly modified. Pleistocene–Holocene.
Zalasius Rathbun, 1897, p. 166 [*Trichia dromiae-

formis de Haan, 1839 in 1833–1850, pl. H; M] 
[=Trichia de Haan, 1839 in 1833–1850, pl. H 
(type, T. dromiaeformis, non Trichia Hoffmann, 
1790, p. 1 [protist]); =Macneillena Iredale, 1930, 
p. 175, unnecessary replacement name]. Carapace 
regions well defined, inflated, granular, covered 
with short setae; anterolateral margin convex. 
[Emended from Poore, 2004, p. 476.] Pleistocene–
Holocene. Pleistocene: Japan. Holocene: Indo-West 
Pacific Ocean.——Fig. 12,1a–b. *Z. dromiaeformis 
(de Haan), USNM 306878, Holocene, Japan; dorsal 
(a) and ventral (b) views, note that setae are removed 
from half of the specimen; scale bars, 1 cm (new).

Banareia A. Milne-Edwards, 1869, p. 168 [*B. 
armata; M; ICZN Opinion 73, 1941] [=Bana-
reiopsis Ward, 1936, p. 7 (type, B. australis, p. 
7, pl. 3,1–3, OD)]. Carapace transversely oval, 
wider than long, vaulted transversely and longi-
tudinally; front bilobed; anterolateral margin 
convex, granulate, with four lobes; dorsal surface 
strongly convex; regions well defined, more or 
less projected, evenly granular, subdivided into 
areolae by smooth furrows; buccal cavity quadran-
gular, broader; chelipeds similar with outer surface 
covered with granules or spines. Pleistocene: Japan, 
Taiwan. Holocene: Indo-West Pacific Ocean, central 
Pacific Ocean, Caribbean Sea.——Fig. 12,2a–b. *B. 
armata, USNM 78437, Holocene, Australia; dorsal 
(a) and ventral (b) views; scale bars, 1 cm (new).

Subfamily ZOSIMINAE Alcock, 1898
[nom. correct. Takeda, 1976, p. 70, pro Zozymoida Alcock, 

1898, p. 77]

Carapace not much wider than long, 
ovate, strongly convex longitudinally and 
transversely; anterolateral margins strongly 
convex, rounded or developed into a ridge 
or crest, with four lobes or spines excluding 
outer-orbital spine or entire; posterolateral 
margin concave; chelipeds subequal, with 
keel on upper surface of manus; at least one 
genus poisonous. Miocene–Holocene.
Zosimus Leach in Desmarest, 1823, p. 228 [*Cancer 

aeneus Linnaeus, 1758, p. 630; M; =Cancer floridus 
Herbst, 1783 in 1782–1804, p. 132, pl. 53,39; 

=Cancer Amphitrite Herbst, 1801 in 1782–1804, 
p. 5, pl. 53,1] [=Cancer (Aegle) de Haan, 1833 in 
1833–1850, p. 17 (type, C. aeneus, M); =Zozymus 
H. Milne Edwards, 1834 in 1834–1840, p. 383 
(incorrect spelling)]. Carapace ovate, wider than 
long, carapace regions well marked, ornamented 
with large, lobate, scabrous tubercles; front quadri-
lobed; anterolateral margin convex, somewhat 
longer than posterolateral margin, with three broad 
lobes and one small lobe at anterolateral corner; 
posterolateral margin concave; chelipeds concave 
on inner surface so as to nest against anterior 
margin of carapace. Pliocene–Holocene. Pliocene–
Pleistocene: Taiwan. Holocene: Indo-West Pacific 
Ocean, central Pacific Ocean.——Fig. 12,6a–b. 
*Z. aeneus (Linnaeus), USNM 94523, Holocene, 
French Polynesia; dorsal (a) and ventral (b) views; 
scale bars, 1 cm (new).

Atergatis  de Haan, 1833 in 1833–1850, p. 17 
[*Cancer integerrimus Lamarck, 1818, p. 272; SD 
ICZN Opinion 73, 1941, Direction 37, 1956; 
=Atergatis subdivisus White, 1848, p. 224]. Cara-
pace transversely oval, regions poorly defined, 
smooth or punctate; anterolateral margin strongly 
convex, bearing fine, weak crests, essentially 
without spines, may be weakly lobed; posterolateral 
margin concave; pereiopods 2–5 short, flattened. 
Miocene–Holocene. Miocene: Taiwan. Pliocene: 
Fiji, Japan. Pleistocene: Japan, Taiwan. Holocene: 
Indo-West Ocean, central Pacific Ocean.——Fig. 
12,3a–b. A. floridus (Linnaeus, 1767), USNM 
1149533, Holocene, Samoa; dorsal (a) and ventral 
(b) views; scale bars, 1 cm (new).

Atergatopsis  A. Milne-Edwards ,  1862a, p. 43 
[*Carpilius signatus Adams & White, 1849, p. 37, 
pl. 10,1; M; ICZN Opinion 85, 1925, Direction 
37, 1956; =A. flavomaculatus A. Milne-Edwards, 
1865, p. 254, pl. 12,1; =Atergatis frauenfeldi 
Heller, 1861a, p. 311, pl. 1,10 ]. Carapace ovate, 
anterolateral margins strongly convex, crispate, 
orbits small, circular; posterolateral margins very 
weakly concave. Pleistocene–Holocene. Pleistocene: 
Taiwan. Holocene: Indo-West Pacific Ocean.——
Fig. 12,4a–b. *A. signatus (Adams & White), 
USNM 1468086, Holocene, Philippines; dorsal 
(a) and ventral (b) views; scale bars, 1 cm (new).

Platypodia Bell, 1835, p. 336 [*Xantho granulosus 
Rüppell, 1830, p. 24, pl. 5,3, pl. 6,18; SD Rathbun, 
1930, p. 246; =Cancer limbatus H. Milne Edwards, 
1834 in 1834–1840, p. 377, pl. 16,14; =Platypodia 
keelingi Tweedie, 1950, p. 114, pl. 16a] [=Lophac-
taea A. Milne-Edwards, 1862a, p. 43 (type, X. 
granulosus, OD); =Paraplatypodia Ward, 1942b, 
p. 42 (type, P. morini, OD)]. Carapace fan-shaped, 
wider than long, widest about 75% the distance 
posteriorly; front broadly bilobed, convex; orbits 
rimmed; anterolateral margins with four lobes or 
spines excluding outer-orbital angle, very convex, 
longer than posterolateral margin; posterolateral 
margin concave; chelipeds concave on inner surface 
so as to nest against anterior margin of carapace. 
Pleistocene–Holocene. Pleistocene: Taiwan. Holocene: 
Indo-Pacific Ocean, Red Sea.——Fig. 12,5a–b. *P. 
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granulosa, USNM 1291888, Holocene, Republic 
of Seychelles; dorsal (a) and ventral (b) views; scale 
bars, 1 cm (new).

Superfamily XANTHOIDEA 
MacLeay, 1838, incertae sedis

Actaeites Müller & Collins, 1991, 70 [*A. lobatus, p. 
70, pl. 4,9–10; OD]. Carapace rectangular, wider 
than long, length about 83% maximum width; 
regions moderately defined; anterolateral margins 
short, with at least three blunt spines; posterolateral 
margins long, convex. Eocene (Ypresian)–Oligocene. 
Eocene (Ypresian, Priabonian): Italy. Oligocene 
(Rupelian): Italy.——Fig. 13,1. *A. lobatus, Italy, 
scale bar, 5 mm (new; photo by A. De Angeli, 
Associazione Amici del Museo Zannato, Montec-
chio Maggiore, Vicenza, Italy).

Actaeopsis Carter, 1898, p. 35 [*A. wiltshirei, p. 
35, pl. 2,3; M]. Carapace hexagonal, moderately 

vaulted transversely and longitudinally, wider than 
long, length about 82% carapace width; orbits 
with two fissures, fronto-orbital width approxi-
mately half maximum carapace width; anterolateral 
margin with four or five spines; posterolateral margin 
with two or three spines; posterior margin approxi-
mately half maximum carapace width; carapace 
regions well defined by deep grooves, highest point 
of regions granular. Lower Cretaceous (Aptian): UK 
(England).——Fig. 13,2. *A. wiltshirei, Aptian, 
England, UK, scale bar, 1 cm (Carter, 1898, pl. 
2,3).

Alponella Beschin, Busulini, Tessier, & Zorzin, 
2016, p. 142 [*A. paleogenica, p. 143, pl. 19,1; 
OD] [=Corallioplax Beschin, Busulini, Tessier, 
& Zorzin, 2016, p. 144 (type, C. exigua, p. 144, 
pl. 19,2–3, OD)]. Carapace approximately as wide 
as long, moderately vaulted transversely; front 
projected well beyond orbits, axially sulcate, more 
or less straight, downturned distally; orbits directed 
anterolaterally, with wide rim; anterolateral margins 

1a  Zalasius 1b
2a  Banareia

2b3a  Atergatis 3b

4a  Atergatopsis 4b
5a  Platypodia

6a  Zosimus 6b 5b

RMF 183 Xanthoidea 10. 1. Zalasius dromiaeformis, USNM 306878. 1a, dorsal; 1b, ventral. Holocene, North
Paci�c, Japan.  2. Banareia australis, USNM 78437. 2a, dorsal; 2b, ventral. Holocene, Indo-West Paci�c.
3. Atergatis �oridus, USNM 1149533. 3, dorsal; 3b, ventral. Holocene, South Paci�c, Western Samoa.
4.  Atergatopsis signatus, USNM 1468086. 4a, dorsal; 4b ventral. Holocene, North Paci�c, Philippine Sea.
5.  Platypodia granulosa, USNM 1291888.  5a, dorsal; 5b ventral.  Holocene, Indian Ocean, Seychelles.
6.  Zosimus aeneus, USNM 94523. 6a, dorsal; 6b, ventral. Holocene, Raroia Atoll, Tuamotu Is. 
Scale bars = 1cm. 

Fig 12. Xanthidae, Superfamily Xanthidea incertae sedis (p. 26–27).
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parallel to one another; posterolateral margins much 
longer, convex; carapace smooth. Eocene (Ypresian): 
Italy.——Fig.13,3. *A. paleogenica, holotype VR 
94537, Eocene, Italy, scale bar, 1 cm (new; photo 
by R. Zorzin, Museo Civico di Storia Naturale di 
Verona, Italy).

Bernuffius De Angeli, Garassino, & Ceccon, 2010, 
p. 165 [*B. ornatus, p. 165, fig. 12; OD]. Carapace 
ovate, wider than long; anterolateral margins with 
broad spines; carapace regions with vermiform 
ridges. Oligocene (Rupelian): Italy.——Fig. 13,4. 
*B, ornatus, holotype MCZ 3133-I.G. 336866, 
Oligocene, Italy, scale bar, 1 cm (new; photo by A. 
De Angeli, Associazione Amici del Museo Zannato, 
Montecchio Maggiore, Vicenza, Italy).

Caprocancer Müller & Collins, 1991, p. 84 [*C. 
altus, p. 84, pl. 8,1–3; OD]. Carapace ovate, surface 
granular. Eocene (Priabonian): Hungary.——Fig. 
13,5. *C. altus, holotype M.91.204, scale bar, 1 cm 
(new; photo by M. Hyžný, Comenius University, 
Bratislava, Slovakia).

Colpocaris Von Meyer, 1862, p. 163 [*C. bullata, 
p. 163, pl. 16,15; M]. Carapace ovate to subcir-
cular, length about 80% maximum width; regions 
defined as broad swellings; front broadly bilobed; 
orbits directed forward; anterolateral margins with 

approximately three blunt swellings following 
a long, straight segment; posterolateral margin 
convex; posterior margin concave, short. Eocene: 
Switzerland.——Fig. 13,6. *C. bullata, scale bar, 1 
cm (von Meyer, 1862, pl. 16).

Cretichlorodius Fraaye, 1996a, p. 293 [*C. enciensis, 
p. 293, fig. 2,1–2.2; OD]. Carapace wider than 
long, fan-shaped; front with a few blunt projec-
tions; orbits small, with a closed fissure; antero-
lateral margins directed weakly anterolaterally, 
with two small spines near anterolateral corner, 
posterolateral margins convex; posterior margin 
concave, short; dorsal surface with ridges parallel 
to entire anterior and anterolateral margins of 
carapace. Upper Cretaceous (Maastrichtian): The 
Netherlands.——Fig. 13,7. *C. enciensis, holotype 
MAB k.0014, scale bar 1 cm (new).

Eoxanthias Hu & Tao, 1996, p. 116 [*E. keelonicus, p. 
116, pl. 58,8; OD]. Carapace ovate, smooth. Based 
on an incomplete specimen. Miocene: Taiwan.——
Fig. 13,8. *E. keelonicus, holotype NMNS 002163-
F007784, scale bar, 1 cm (new; photo by T.-Y. 
Chan, National Taiwan Ocean University).

Frontelata Beschin, Busulini, Tessier, & Zorzin, 2016, 
p. 100 [*F. spinacomposita, p. 100, pl. 13,1–2; OD]. 
Carapace hexagonal, wider than long, flat, with 

Fig 13. Superfamily Xanthidea incertae sedis (p. 27–30).
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smooth surface; front wide, lamellar, protruding 
beyond orbits, bearing median groove and straight 
margin with median notch; orbits large with two 
fissures; anterolateral margins convex with four bifid 
spines (excluding outer orbital angle); posterolateral 
margins convergent, slightly longer than antero-
lateral margin; posterior margin as wide as front; 
dorsal regions weakly inflated, defined by wide, 
shallow grooves; epigastric lobes with carinated 
swellings; protogastric lobes convex with three 
circular swellings; mesogastric lobe long, triangular; 
cardiac region inflated, triangular, with weak ante-
rior transverse ridge; epibranchial lobes long, with 
convex ridge from medial epibranchial swelling to 
fourth anterolateral spine. [Emended from Beschin, 
Busulini, Tessier, & Zorzin, 2016, p. 100.] Eocene 
(Ypresian): Italy.——Fig. 13,9. *F. spinacomposita, 
holotype VR 94175, scale bar, 1 cm (new; photo 
by R. Zorzin, Museo Civico di Storia Naturale di 
Verona, Italy).

Haydnella Müller, 1984, p. 90 [*H. steiningeri, p. 
90, pl. 80,3–5, pl. 81,1–4; OD]. Carapace ovate, 
wider than long, length about 75% maximum 
width; regions moderately defined, granular; front 
bilobed, axially notched, about 35% maximum cara-
pace width; orbits rimmed, directed anterolaterally, 
fronto-orbital width about 70% maximum carapace 
width; anterolateral margins shorter than postero-
lateral margins, with five small spines including 
outer-orbital spines; posterolateral margin convex; 
posterior margin straight, wide; protogastric and 
hepatic regions long, branchial regions short.  
Eocene (Ypresian)–Miocene. Eocene (Ypresian): Italy. 
Oligocene (Rupelian): Italy. Miocene (Langhian): 
Austria, France, Hungary, Poland. Miocene (Serra-
vallian): France, Hungary. Miocene (Messinian): 
Italy. Miocene: Mexico (Chiapas).——Fig. 14,1. 
*H. steiningeri ,  KSU 98, cast  of  M86.449,  
Langhian–Serravalian, Hungary, scale bar, 2 cm (new).

Megaxantho Vega, Feldmann, García-Barrera, 
Filkorn, Pimentel, & Avendaño, 2001, p. 325 
[*M. zoque, p. 326, fig. 5; OD]. Carapace ovate, 
wider than long, regions poorly defined; orbits with 
two fissures; anterolateral margins with at least four 
broad lobes separated by fissures; chelipeds strongly 
heterochelous, with proximal molariform tooth on 
occlusal surface of movable finger; sternum ovate, 
sternal suture 3/4 apparently a depression. Upper 
Cretaceous (Maastrichtian): Mexico (Chiapas).——
Fig. 14,2. *M. zoque, holotype IHNCH-3421, scale 
bar, 1 cm (Vega & others, 2001, fig. 5,1).

Muelleroplax Schweitzer, Feldmann, Garassino, 
Karasawa, & Schweigert, 2010, p. 4 [*Eoplax 
minima Müller & Collins, 1991, p. 85, pl. 8,6–7; 
OD] [=Eoplax Müller & Collins, 1991, p. 85, non 
Eoplax Ashby & Cotton, 1936, p. 510 (mollusk)]. 
Carapace ovate, smooth, not much wider than 
long, length about 88% maximum width; front 
broad, convex, about 45% maximum carapace 
width; orbits rimmed, small, fronto-orbital width 
about 64% maximum carapace width; anterolateral 
margins short, much shorter than posterolateral 
margins; posterolateral margins long, straight; 

carapace regions undefined, smooth. Eocene. Eocene 
(Ypresian): Italy. Eocene (Priabonian): Hungary.——
Fig. 14,3. *M. minima (Müller & Collins), 
holotype M.91.219, Priabonian, Hungary, scale 
bar, 1 cm (new; photo by M. Hyžný, Comenius 
University, Bratislava, Slovakia).

Nogarolia Beschin, Busulini, De Angeli, & Tessier, 
1994, p. 183 [*N. mirabilis, p. 184, pl. 7; OD]. 
Carapace hexagonal, wider than long, length about 
80% maximum width; front with eight spines 
including inner-orbital spine and broad median 
incision, about 35% maximum carapace width; 
orbits large, with two fissures, fronto-orbital width 
about 60% maximum carapace width; anterolat-
eral margins with five long, anteriorly directed 
spines including outer-orbital spine; regions weakly 
defined; surface smooth; chelae very large, with one 
keel on upper margin of manus; external surface of 
manus smooth. Eocene (Lutetian): Italy.——Fig. 
14,4. *N. mirabilis, holotype MCZ 1420, scale bar, 
1 cm (new; photo by A. De Angeli, Associazione 
Amici del Museo Zannato, Montecchio Maggiore, 
Vicenza, Italy).

Paraxanthosia Müller & Collins, 1991, p. 75 
[*P. budensis, p. 75, pl. 4,12–14; OD]. Carapace 
ovate, wider than long; carapace regions weakly 
developed, mesogastric and epibranchial regions 
most obvious; anterolateral margins with at least 
three small spines. Eocene (Priabonian): Hungary, 
Italy.——Fig. 14,5. *P. budensis, KSU 95, cast of 
holotype M91.168, Priabonian, Hungary, scale bar, 
1 cm (new).

Pilumnomimus Müller & Collins, 1991, p. 75 [*P. 
planidentatus, p. 75, pl. 5,5,8,10; OD]. Carapace 
ovate, wider than long, smooth, regions undefined, 
length about 60% maximum carapace width; 
anterolateral margins with at least four triangular 
spines; posterolateral margins straight or slightly 
convex; posterior margin wide. Eocene. Eocene 
(Ypresian): Italy. Eocene (Priabonian): Hungary.——
Fig. 14,6. *P. planidentatus, Priabonian, Hungary, 
scale bar, 1 cm (new).

Pregeryona Hu & Tao, 1996, p. 100 [*P. taiwanica, p. 
100, pl. 46,1–2,6,9–10,13,16,18; OD]. Carapace 
rectangular, wider than long; axial regions weakly 
defined; anterolateral margins short, with at least 
one spine. Miocene: Taiwan.——Fig. 15,1. *P. 
taiwanica, NMNS 002163-F007754, scale bar, 1 
cm (new; photo by T.-Y. Chan, National Taiwan 
Ocean University).

Prochlorodius Müller & Collins, 1991, p. 78 [*P. 
ellipticus, p. 78, pl. 5,11, pl. 6,4 7,17; OD]. Cara-
pace ovate, wider than long, length about 70% 
maximum width; front nearly straight; orbits 
broad, directed anterolaterally, rimmed axially, 
rim diminishing laterally; fronto-orbital width 
about 75% maximum carapace width; antero-
lateral margins short, with a few small spines; 
posterolateral margins longer, weakly convex; 
carapace smooth, regions undefined. Eocene. Eocene 
(Ypresian, Priabonian): Italy. Eocene (Priabonian): 
Hungary.——Fig. 15,2. *P. ellipticus, KSU D 1009, 
Priabonian, Hungary, scale bar, 1 cm (new).
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Sculptoplax Müller & Collins, 1991, p. 90 [*S. 
rigida, p. 90, pl. 8,13; OD]. Carapace hexagonal; 
grooves very deep; front axially notched; orbit 
rimmed, with two open fissures. Eocene (Priabonian): 
Hungary, Italy.——Fig. 15,3. *S. rigida, holotype 
M.91.228A, Priabonian, Hungary, scale bar, 5 mm 
(new; photo by M. Hyžný, Comenius University, 
Bratislava, Slovakia).

Syphaxiella Schweitzer, Dworschak, & Martin, 
2011, p. 362 [*Syphax crassus A. Milne-Edwards, 
1864, p. 56, A. Milne-Edwards, 1863, pl. 9,6; OD, 

replacement name pro Syphax A. Milne-Edwards, 
1864, p. 55, non Syphax Koch & Berendt, 1854, 
p. 77 (arachnid)]. Carapace ovate, wider than 
long, length about 80% maximum carapace width; 
regions defined as broad swellings; front broadly 
bilobed, orbits directed anterolaterally, rimmed, 
fronto-orbital width about 65% maximum carapace 
width; anterolateral margins short, with three blunt 
spines excluding outer-orbital spine; posterolateral 
margin convex, posterolateral reentrant large; 
posterior margin straight; epibranchial region 

1  Haydnella

1  Haydnella 2  Megaxantho

3  Muelleroplax
4   Nogarolia

5  Paraxanthosia 6  Pilumnomimus

RMF 185 Xanthoidea 12. 1. Haydnella steiningeri, KSU 98 cast of M86.449. Miocene, Austria?, Hungary?.
2, Megaxantho zoque, Holotype, HMNH IP 4245. Maastrichtian, Mexico. 3. Muelleroplax minima,
Holotype, M. 91.219. Eocene, Hungary. Photo by Matus.  4.  Nogarolia mirabilis, Holotype, MCZ 1420.
Eocene, Italy. Photo by DeAngeli. 6. Paraxanthosia budensis, KSU cast of Holotype M91.168. Eocene,
Hungary. 6. Pulmnomimus planidentatus, line drawing by Mueller and Collins, 1991. Eocene, Italy.
Scale bars = 1 cm.

Fig 14. Superfamily Xanthidea incertae sedis (p. 30).
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and branchial region with broad transverse ridges. 
?Eocene: France.——Fig. 15,4.*S. crassa (A. Milne-
Edwards), scale unknown (A. Milne-Edwards, 
1863, pl. 9,6 ).

Gwana Schweitzer, Dworschak, & Martin, 2011, 
p. 361 [*W. minuta Hu & Tao, 1996, p. 120, pl. 
59,10,12; OD, replacement name pro Wanga Hu 
& Tao, 1996, p. 120, non Wanga Chen, 1943, 

p. 20 (mollusk)]. Carapace circular, axial regions 
well defined; front projected beyond orbits. Oligo-
cene: Taiwan.——Fig. 15,5. *G. minuta, NMNS 
002163-F007785, scale bar, 1 cm (new; photo by 
T.-Y. Chan, National Taiwan Ocean University).

Thelecarcinus Böhm, 1891, p. 42 [*T. gumbeli, p. 
43, pl. 1,3; M]. Carapace wider than long, length 
about 82% maximum width; front with four 

1  Pregeryona 2  Prochlorodius

3  Sculptoplax 4  Syphaxiella

5  Gwana
6  Thelecarcinus

RMF 186 Xanthoida 13. 1. Pregeryon taiwani, NMNS  002163-F007754. Miocene, Taiwan. Photo by Hu and 
Tau. 2. Prochlorodius ellipticus, KSU 1009. Eocene, Hungary. 3. Sculptoplax rigida, Holotype, M.91. 228A. 
Eocene,  Hungary. Scale bar = 5 mm. Photo by Matus. 4. Syphaxiella crassa, A. M-E, 1863, Eocene?, France.
5. Gwana minuta, NMNS002163-F007785. Oligocene, Taiwan. Photo by Hu and Tau. 6. Thelecarcinus 
gumbeli, KSU 581, cast of Holotype, 1873 III F503

Fig 15. Superfamily Xanthidea incertae sedis (p. 30–33).
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spines; orbits projected forward; anterolateral 
margins with numerous small spines; postero-
lateral margin weakly concave; posterior margin 
narrow, concave; protogastric region with two 
tubercles; branchial regions with tubercles roughly 
arranged into rows. Upper Cretaceous (Maastrich-
tian): Germany.——Fig. 15,6. *T. gumbeli, KSU 
D 581, cast of holotype BSP 1873 III F503, scale 
bar, 1 cm (new).

Telphusograpsus Lőrenthey, 1902, p. 114 [*T. laevis, 
p. 115, pl. 2,2–3; M]. Carapace approximately as 
wide as long; front straight; orbits wide, with two 
fissures, fronto-orbital width occupying nearly 
entire carapace width; lateral margins convex, with 
three short spines anteriorly; posterolateral reentrant 
large; posterior margin straight. Eocene (Priabonian): 
Hungary.——Fig. 16,1 *T. laevis, scale bar, 1 cm 
(Lőrenthey, 1902, pl. 2,2).

Vestenanovia Beschin, Busulini, & Tessier, 2015, p. 
75 [*V. carinata, p. 75, pl. 4,4–5; OD]. Carapace 
wider than long, transversely ovate; regions poorly 
defined, axial regions best defined; front with four 
blunt spines excluding inner orbital projection; 
orbital rim entire; anterolateral margin with four 

projections excluding outer-orbital projection, 
first two developed as long projections, posterior 
two developed as spines; epibranchial ridge arcuate, 
sinuous, sharp. Eocene (Ypresian, Priabonian): 
Italy.——Fig. 16,2. *V. carinata, holotype MCZ 
3671, Ypresian, Italy, scale bar, 1 cm (new; photo 
by G. Tessier, Museo Civico di Storia Naturale, 
Venice, Italy).

Woodbinax Stenzel, 1952, p. 215 [*W. texanus, p. 
216, pl. 59,11; OD]. Carapace flattened; front 
with at least four spines; orbits with two fissures; 
outer-orbital angle with small, sharp spine; proto-
gastric regions with transverse ridge marking 
anterior border. Upper Cretaceous (Cenomanian): 
USA (Texas).——Fig. 16,3. *W. texanus, USNM 
108226, scale bar, 1 cm (Stenzel, 1952, pl. 59, 11).

Xanthosioides Collins & Breton, 2009, p. 49 
[*Xanthosia delicata Fraaye, 1996b, p. 274, pl. 
1,1; M]. Carapace ovate, flattened transversely and 
longitudinally, length approximately half maximum 
carapace width, regions very poorly defined; orbits 
with two closely spaced, long, closed fissures; 
transverse crest situated on anterior portion of 
protogastric region; four or five small anterolateral 

1  Telphusograpsus 2  Vestenanovia

3  Woodbinax
4  Xanthosioides

RMF 187 Xanthoidea 14. 1.  Telphusograpsus laevis, no catalogue number. Eocene, Hungary. Lorenthey, 
1902, pl. 2, �g. 2.  2. Vestenanovia carinata, Holotype, MCZ 3671. Eocene, Italy. Photo by Busulini?
3. Woodbinax texanus, Holotype, USNM 108226.  Cretaceous, Texas. Photo in Stenzel,1952, pl. 59, �g.11. 
4. Xanthosioides delicata, Holotype?, MAB k1960. Maastrichtian, Netherlands. Scale bars = 1 cm.

Fig 16. Superfamily Xanthidea incertae sedis (p. 33–34).
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spines. Upper Cretaceous (Maastrichtian): The 
Netherlands.——Fig. 16,4. *X. delicata (Fraaye), 
holotype MAB k1960, scale bar, 1 cm (new).
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GLW: Geological Survey of Austria, Vienna, Austria
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IHNCH: Instituto de Historia Natural de Chiapas, 
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KSU D: Decapod Comparative Collection, Department 
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M: Hungarian Natural History Museum, Budapest, 
Hungary

MAB k: Oertijdmuseum, Boxtel, The Netherlands
MAFI: Földani Intézet (Hungarian Geological Survey), 
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MNHN: Muséum National d’histoire naturelle, Paris, 

Crustacean Collection, France
MPZ: Natural Science Museum University of Zara-

goza, Spain
NMNS: National Museum of Natural Science, Taiwan, 

Republic of China 
SMNS: Staatliches Museum für Naturkunde, Stuttgart, 

Germany
UF: Florida Museum, University of Florida, Gainesville, 

Florida, USA
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