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Abstract

Three partial but well preserved cervical vertebrae from the 
Chalk Formation of St Margaret’s Bay, Kent, southern Eng-
land, represent the fi rst occurrence of pterosaurs in Coniacian 
deposits of Britain. Similarities between the new material and 
the South American azhdarchoid Tapejara suggest the new 
material may represent the fi rst of non-azhdarchid azhdarchoid 
pterosaurs in Europe.

Key words: Pterosauria, Azhdarchoidea, England, Cre-
taceous, Coniacian.

Zusammenfassung

Drei unvollständig aber gut erhaltene zervikale Wirbel aus 
der Kreide Formation von St. Margaret’s Bay, Kent in Süden-
gland, repräsentieren das erste Vorkommen von Pterosauriern 
in Ablagerungen des Coniaciums von England. Ähnlichkeiten 
zwischen dem neuen Material und der südamerikanischen 
Gattung Tapejara (Azhdarchoidea) deuten darauf hin, dass das 
neue Material  vielleicht die ersten Überreste von non-azhdar-
chiden azhdarchoiden Pterosauriern in Europa darstellt.

Schlüsselwörter: Pterosauria, Azhdarchoidea, England, 
Kreide, Coniacium.

1. Introduction

Remains of pterosaurs are rarely found in the Cretaceous 
chalk formations of England, but several specimens are of his-
torical signifi cance and, at one time, English chalk pterosaurs 
represented the largest fl ying reptiles known (BOWERBANK 1848). BOWERBANK 1848). BOWERBANK

Pterosaur remains have been reported from a number of English 
chalk exposures including the pits at Burnham, Rochester, Hal-

ling and Snodland in Kent; Southerham Grey Pit, near Lewes, 
Sussex; Betchworth in Surrey and an unspecifi ed locality in 
Hertfordshire (BOWERBANK 1846, 1851; LYDEKKER 1888; BENTON 
& SPENCER 1995). The chalk provides Britain’s youngest well-& SPENCER 1995). The chalk provides Britain’s youngest well-& SPENCER

documented pterosaur fossils with most specimens found in the 
lower Cenomanian to Turonian parts of the sequence. An occur-
rence of a Campanian pterosaur was noted by MILNER (2002), MILNER (2002), MILNER

but no details were provided. Here we report the presence of 
three associated, well preserved pterosaur cervical vertebrae 
(BMNH R 16479a-c) that represent the youngest documented 
occurrence of pterosaurs in the United Kingdom.

Museum abbreviations: BMNH Natural History Museum, 
London. 

2. Locality and stratigraphy 

The vertebrae were collected by one of us (AG) in the 1970s 
from chalk exposures on the foreshore at Hope Point, appro-
ximately 1.5 km NNE of St Margarets’ at Cliffe on the East 
Kent coast of southeast England (Fig. 1; national grid reference 
TR379461). The sequence here is of mainly Late Cretaceous 
age and extends from the Albian Gault Clay Formation to the 
Santonian Margate Member of the White Chalk Formation 
(Fig. 2; JENKYNS et al. 1994). The vertebrae were collected from 
a hard ground at the base of the Hope Point Marls of the White 
Chalk Formation (level 188.2 m above the base of the chalk, 
see JENKYNS et al. 1994). This horizon lies within the lower 
Micraster coranguinum zone and the lower part of the range 
of Volviceramus involutus (= CC15/CC16 nannofossil zone; 
Dicarenella primitive planktic foram zone), indicating a Mid 
Coniacian age of ~ 86.5 My. Matrix held within the internal 
bone cavity is typical of the white chalk of this horizon and 
demonstrates that they do not represent reworked material 
which can be common at some horizons within the Cenoma-
nian chalk of southern England.
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3. Material and preservation

The three vertebrae comprising BMNH R 16479a-c (Figs 
3–7) were found in association and, due to the relative pro-
portions of the separate elements, are thought to represent a 
continuous part of the cervical series. However, the articulatory 
facets of these vertebrae are broken and is not possible to de-

Figure 1: Location of English Chalk pterosaur localities and the 
locality of the pterosaur cervical vertebrae BMNH R16479a-c from 
the Coniacian of Kent, southern England.

Figure 2: Stratigraphic column for the White Chalk Formation at St 
Margaret’s Bay, Kent. Based on JENKYNS et al. (1994).
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monstrate their articulation. The pieces are three-dimensionally 
preserved with only minimal distortion but some fracturing. 
Recent erosion appears to have removed much of the original 
material and has exposed the internal cavities of all three ele-
ments. This reveals that the internal voids are fi lled with chalk 
rather than remaining hollow or fi lled with diagenetic cements 
as seen in 3D pterosaur bones from the Brazilian Santana 
Formation (WELLNHOFER 1991a). The bone is preserved with 
a rich dark brown colour typical of other pterosaur remains 
from the chalk of southeast England and there is some ferru-
ginous staining. Two of the vertebrae, BMNH R 16479a and 
b (Figs 3–6), show some slight distortion of the neural spine 
due to crushing and BMNH R16479b (Figs 5–6) shows some 
fracturing and fragmentation indicative of compaction over a 
partial void.

4. Systematic palaeontology

Pterosauria KAUP, 1834
Pterodactyloidea PLIENINGER, 1901

Lophocratia UNWIN, 2003
?Azhdarchoidea UNWIN, 1992

?Azhdarchoidea indet.

4.1 Descriptions

Recent abrasion and some minor distortion prevent accurate 
measurements of the total vertebral length, width and height 
from being determined with a high degree of accuracy. Ne-
vertheless, some measurements have been obtained and some 
estimates of original dimensions have been determined by 
doubling measurements from the midline to the periphery. 

BMNH R16479a (Figs 3–4). This is the most complete of the 
three vertebrae and comprises the main body of the centrum, a 
well preserved cranial aspect which is strongly procoelus and 
part of the neural spine. The specimen has a height of 40 mm 
from the ventral margin of the centrum to the preserved tip of 
the neural spine at the cranial face. The preserved width is 42 
mm, with a width of 26 mm from the middle of the condyle to 
the distal margin of the left anterior zygopophysis indicates an 
original width across the anterior zygopophyses of 52 mm. The 
preserved length is 61 mm but the original length was probably 
1 or 2 cm longer. The neural spine is incomplete. A lateral fora-
men is present on the left lateral centrum, and a circular bony 
trabecula on the right lateral margin exposes where compacta 
has been removed and probably represents a lateral foramen 
of the other side. The left lateral foramen lies slightly caudal 
of the middle of the centrum and is a fl at lying oval 6 x 3 mm, 
with an elongate sulcus that widens caudally. The neural canal 
is circular on the cranial face of the vertebra with a diameter of 
6 mm but is slightly tear-drop shaped on the caudal face. Either 
side of the neural canal on the cranial face are latero-neural 
foramina with a width of 2.5 mm. Above the neural canal is 
a series of four supra-neural foramina, the largest of which is 
bifurcated by an internal septum. On the cranial face a single 
latero-neural foramen is present with a diameter of only 1.5 
mm. The left prezygopophysis projects craniolaterally beyond 
the centrum cotyle. The cotyle is approximately a fl attened 
oval with a small ventral expansion that unites with a vertical 

ridge that meets the small cranially-projecting hypapophysis. 
No other articulatory processes are preserved and, although 
it is diffi cult to determine the precise position in the neck, this 
vertebra is probably from c3 to c6.

BMNH R16479b (Figs 5–6). This incomplete cervical verte-
bra comprises the caudal-most third of the centrum including 
the highly dorsoventrally depressed condyle and parts of the 
neural spine and left postzygapophysis and exapophysis. The 
specimen has a preserved width of 36 mm, and a preserved 
height of 58 mm, but the wide broken tip of the neural spine 
suggests a considerable height is missing. The caudal face 
displays a well defi ned neural canal with a diameter of 7 mm 
fl anked by two prominent, slightly oval latero-neural foramina 
with diameters of 3.5 x 5 mm. The condyle of the centrum is 
dorsoventrally compressed with a maximum width of 26 mm 
and height of 7 mm. The right lateral surface of the specimen is 
highly worn, but the distance from the middle of the condyle 
to the lateral extremity of the right exapophysis is 21 mm, 
suggesting an original width of ~42 mm. The left exapophysis 
is buttressed by a sharp ridge extending from the condyle to a 
position 2 mm short of the distal tip of the exapophysis. The 
ventral surface is smooth with a prominent medial line, but not 
expressed as a ridge or keel. This medial line is also seen on 
the condyle of the centrum. There is a shallow sulcus on the 
preserved lateral face but no lateral foramina are presereved. 
The left postzygapophysis is damaged distally but appears to 
have been dorsocaudally directed.

BMNH R16479c (Fig. 7). This specimen is a fragment of BMNH R16479c (Fig. 7). This specimen is a fragment of BMNH R16479c
vertebrae comprising a small portion of compacta from the 
right ventrolateral margin of the centrum and a small piece of 
neural canal. Had it not been associated with BMNH R16479a 
and b, only its thin bony compacta would have permitted its 
identifi cation as pterosaurian. It is possibly a midcervical. 
No meaningful measurements can be taken, but the piece has 
maximum dimensions of length 43 mm, height 38 mm and 
thickness 16 mm. 

5. Discussion

The new cervical vertebrae are identifi ed as pterosaurian on 
account of their extremely thin bone walls and remarkable de-
gree of internal void space. Within Pterosauria they are assigned 
to the Pterodactyloidea due to the lack of transverse processes, 
intertransversarial foramina and cervical ribs (UNWIN 2003). 
Pterodactyloids show a remarkable degree of variation within 
their cervical vertebrae, but only the morphology of azhdarchid 
cervicals has thus far been used for specifi c diagnoses of taxa 
(e.g. FREY & MARTILL 1996; PEREDA SUBERBIOLA et al. 2003). 
The degree of variability seen in other pterosaur groups hints 
at their possible use in systematics (e.g. OWEN 1859; HOWSE 
1986; ANDRES & NORELL 2005), but the potential of this has yet 
to be reached with few comprehensive anatomical descriptions 
of pterosaur vertebrae preserved in three dimensions. Notable 
exceptions are those of WELLNHOFER (1991b) who provided 
excellent illustrations of the cervical series of Anhanguera
santanae from Brazil; CODORNÚI (2005), who described the 
caudal vertebrae of the Argentinian ctenochasmatid Ptero-
daustro; BONDE & CHRISTIANSEN (2003), who examined axial 
pneumaticity in the Late Jurassic Rhamphorhynchus; HOWSE
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Figure 3: Mid-cervical vertebra of an indeterminate azhdarchoid pterosaur, BMNH R 16479a, from the White Chalk Formation of St Margaret’s 
Bay, East Kent. a, cranial aspect. b, right lateral aspect. c, eroded caudal aspect. d, eroded right lateral aspect. e, dorsal aspect. f, ventral aspect.
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Figure 4: Drawings of indeterminate azhdarchoid mid cervical vertebra BMNH R 16479a. a, left lateral view; b, cranial view; c, caudal view; 
d, right lateral view; e, ventral view; f, dorsal view. Abrreviations: con, condyle; cot, cotyle; exop, exapophysis; exop car, exopophyseal carina; 
hy, hypopophysis; lf, lateral foramina; l-nf, latero-neural foramina; nc, neural canal; ns, neural spine; postzyg, postzygopophysis; prezyg, 
prezygopophysis; s-nf, supra-neural foramina.
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(1986) who described variation in a wide range of pterodac-
tyloid cervical vertebrae, and GODFREY & CURRIE (2005) with 
excellent descriptions and illustrations of azhdarchid cervical 
vertebrae from Canada. 

A broad distinction between pterodactyloid cervical ver-
tebrae can be made based on the length of the centra (HOWSE

1986), with most forms either bearing short or hyperelongate 
centra. The latter morphology occurs in Ctenochasmatoidea, 
Lonchodectidae and Azhdarchidae along with several taxa 
from the Chinese Jehol Group such as Chaoyangopterus and 
Jidapterus (e.g. WELLNHOFER 1970; LAWSON 1975; DONG 1982; 
HOWSE 1986; GODFREY & CURRIE 2005; DONG et al. 2003; 
UNWIN 2003; WANG & ZHOU 2003; HENDERSON & PETERSON

2006). Although apparently evolved convergently, these groups 

Figure 5: Mid cervical vertebra of an indeterminate ornithocheiroid pterosaur, BMNH R 16479b, from the White Chalk Formation of St Margaret’s 
Bay, East Kent. a, dorsal aspect. b, caudal aspect. c, cranial aspect. d, right lateral aspect.

all combine elongate centra with long, low neural spines and, 
in the case of azhdarchids, prominent condyles and horn-like 
zygapophyses. The short centra of BMNH R16479a-b are quite 
unlike the centra of these forms, although the well-developed 
ventral protrusion of the centrum beneath the condyle/cotyle 
in the new specimen is also seen in azhdarchids (e.g. FREY & 
MARTILL 1996; GODFREY & CURRIE 2005). 

Short-bodied cervical vertebrae are found across Orni-
thocheiroidea, some azhdarchoids (Tapejaridae and Tupuxuara) 
and possibly in Dsungaripteroidea. The cervical vertebrae of 
Ornithocheiroidea often bear relatively large lateral pneumatic 
foramina approximately midway along the length of the 
centrum (EATON 1910; HOOLEY 1913; HOWSE 1986; WELLN-
HOFER 1991b; KELLNER & TOMIDA 2000; BENNETT 2001; 2003; 
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Figure 6: Drawings of indeterminate azhdarchoid mid cervical vertebra BMNH R 16479b. a, dorsal view; b, caudal view; c, cranial view; d, left 
lateral view; e, ventral view. For abbreviations see Figure 4.

VELDMEIJER 2003; ANDRES & JI 2006). The new material differs 
from these in having considerably smaller lateral pneumatic 
foramina that are more caudally located. Furthermore, the 
lateral foramina of BMNH R1647 are  single perforations 
rather than the paired openings seen in some ornithocheirids 
such as Anhanguera sp. (WELLNHOFER 1991b). In addition, 
the neural spines of BMNH R16479a and b appear to extend 
along the entire centrum as an elongate blade, whereas those of 
ornithocheiroids are confi ned to the mid-length of the centra 
(HOWSE 1986; WELLNHOFER 1991b; BENNETT 2001). Further 
distinctions between the new material and ornithocheiroid 
cervicals are the relatively straight interzygapophyseal ridge of 
BMNH R16479a compared to the ‘crescent’ shaped morpho-
logy of ornithocheiroids, and the greater depth of the centrum 

beneath the condyle/cotyle of the chalk specimen.
The cervical vertebrae of Dsungaripteroidea are poorly 

known. Those that have been fi gured (e.g. Germanodactylus,
Kepodacylus) are often crushed or are from juvenile individu-
als (WELLNHOFER 1970; HARRIS & CARPENTER 1996; BENNETT

2006). Recently, ANDRES & NORELL (2005) described a cervical 
vertebra from the Early Cretaceous of Öösh, Mongolia which 
they referred to Tapejaroidea and, under the classifi cation 
of KELLNER (1996), Tapejaroidea includes Dsungaripteridae, 
Tapejaridae [sensu KELLNER (1989)] and Azhdarchidae. Ho-
wever, this vertebra differs in only minor detail from C5/6 of 
Anhanguera, and is probably an ornithocheirid. Perhaps the 
best record of a dsungaripterid cervical vertebra, therefore, is a 
single cervical from the possible dsungaripteroid Kepodactylus
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of the Late Jurassic Morrison Formation of the USA (HARRIS 
& CARPENTER 1996). This specimen is slender and possesses a 
large, caudally located lateral foramen and, although dorsoven-
trally crushed, appears to be about twice as long as wide. It ap-
parently lacks both a hypapophysis and exapophyses and bears 
a neural spine that only occupies the posterior two-thirds of the 
centrum length. Furthermore, there appears to be little ventral 
development of the centrum beneath the condyle/cotyles. This 
morphology is quite distinct from the new material described 
here, suggesting that BMNH R16479 cannot belong within 
Dsungaripteroidea if Kepodactylus has vertebrae representative 

of this clade. However, given the questionable classifi cation 
of Kepodactylus, more defi nitively identifi ed dsungaripteroid 
cervicals are needed to verify this conclusion. 

BMNH R16479 is most comparable with the cervical 
vertebrae of non-azhdarchid azhdarchoids, including Tapeja-
ridae and some members of Neoazhdarchia. South American 
representatives of these forms are known from complete and 
three-dimensionally preserved skeletons (e.g. WELLNHOFER & 
KELLNER 1991; KELLNER & HASAGAWA 1993), but adequate ac-
counts of this material await detailed description and virtually 
no fi gures have been published. 

Both Tapejara and Tupuxuara share several features with 
BMNH R16479 including centra-length neural spines, small 
lateral foramina, developed exapophyses, dorsolaterally posi-
tioned latero-neural foramina and a complex of supraneural 
foramina set within a deep concavity on the cranial face. The 
cervicals of Tupuxuara, however, have a nearly square outline in 
dorsal aspect with dorsoventrally compressed centra, and these 
traits compare poorly with those of BMNH R16479.  Closer 
similarity is seen with the vertebrae of Tapejara wellnhoferi, 
which are relatively slender and bear deeper centra than those 
of Tupuxuara (WELLNHOFER & KELLNER 1991). However, both WELLNHOFER & KELLNER 1991). However, both WELLNHOFER & KELLNER

Tapejara and Tupuxuara are more strongly procoelous than 
BMNH R16479. Despite this, BMNH R16479 is more similar 
to vertebrae of these forms than those of any other pterosaur 
and is therefore tentatively referred to Azhdarchoidea. We 
stress that some caution be applied to this identifi cation: given 
the postcranial similarities between dsungaripteroids and azh-
darchoids (e.g. UNWIN 2003) and propensity for convergence 
in pterodactyloid cervical morphology (e.g. HOWSE 1986), the 
morphology of dsungaripteroid cervical vertebrae may also 
prove similar to that of azhdarchoids and prohibit allocation 
of BMNH R16479 to either clade.

6. Conclusions

Upper Cretaceous occurrences of pterosaurs in Europe 
are rare and appear to be of limited diversity. To date, only 
ornithocheirids and the lophocratan Lonchodectes have been 
reliably reported for the English Upper Cretaceous, but 
these remains form the Cenomanian Cambridge Greensand 
are derived from Albian strata (UNWIN 2001). In mainland 
Europe, ornithocheirids are known from northern France 
(VULLO 2007), while and azhdarchids have been recorded 
from Romania (BUFFETAUT et al. 2003), France (BUFFETAUT et 
al. 1996, 1997; BUFFETAUT 2001), Spain (COMPANY et al. 1999) 
and Hungary (ÖSI et al. 2005). In possibly representing a 
non-azhdarchid azhdarchoid, BMNH R16479 is an important 
contribution to knowledge of European pterosaur diversity in 
the Late Cretaceous.

Acknowledgements

Thanks to Bob LOVERIDGE, University of Portsmouth for 
help with imaging; Sandra CHAPMAN (NHM, London) for 
loaning the specimen; Dave UNWIN, University of Leicester, 
and especially André VELDMEIJER and E. ENDENBURG, Natuur-
museum Rotterdam, for providing comparative photographs of 

Figure 7: Partial, presumed cervical vertebra of an indeterminate 
ornithocheiroid pterosaur, BMNH R 16479c, from the White Chalk 
Formation of St Margaret’s Bay, East Kent. a, highly eroded ?left lateral 
aspect. b, slightly oblique right lateral aspect. c, dorsal view. 



217

azhdarchoid cervical vertebrae; Attila ŐSI and an anonymous 
reviewer are thanked for comments on the manuscript.

7. References

ANDRES, B. & NORELL, M. A. (2005): The first record of a pterosaur 
from the Early Cretaceous Strata of Öösh (Övörkhangai; Mon-
golia). – American Museum, Novitates, 3472: 1–6.

ANDRES, B. & JI, Q. (2006): A new species of Istiodactylus (Pterosauria, 
Pterodactyloidea) from the Lower Cretaceous of Liaoning, China. 
– Journal of Vertebrate Paleontology, 26: 70–78.

BENTON, M. J. & SPENCER, P. S. (1995): Fossil Reptiles of Great Britain; 
London (Chapman & Hall), 386 pp.

BENNETT, S. C. (2001): The osteology and functional morphology of 
the Late Cretaceous pterosaur Pteranodon. – Paleontographica, 
Abt. A, 260: 1–153.

BENNETT, S. C. (2003):  New crested specimens of the Late Cretace-
ous pterosaur Nyctosaurus. – Palaeontologische Zeitschrift, 77:
61–75.

BENNETT, S. C. (2006): Juvenile specimens of the pterosaur Germa-
nodactylus cristatus, with a review of the genus. – Journal of 
Vertebrate Paleontology, 26: 872–878.

BONDE, N. & CHRISTIANSEN, P. (2003): The detailed anatomy of 
Rhamphorhynchus: axial pneumaticity and its implications. – In: 
E. BUFFETAUT & J.-M. MAZIN (Eds), Evolution and Palaeobiology 
of Pterosaurs. – Geological Society of London, Special Publication 
217: 217–232.

BOWERBANK, J. S. (1846): On a new species of pterodactyle found in 
the Upper Chalk of Kent. – Quarterly Journal of the Geological 
Society, London, 2: 7–8.

BOWERBANK, J. S. (1848): Microscopical observations on the structure 
of the bones of Pterodactylus giganteus and other fossil animals. 
– Quarterly Journal of the Geological Society, London, 4: 2–10.

BOWERBANK, J. S. (1851): On the pterodactyls of the Chalk forma-
tion. – Annals and Magazine of Natural History, Series 2, 10:
372–378.

BUFFETAUT, E. (2001): An azhdarchid pterosaur from the Upper 
Cretaceous of Cruzy (Herault, France). – Comptes Rendus de 
l’Academie des Sciences, Paris, Sciences de la Terre et des Planétes, 
333: 357–361.

BUFFETAUT, E., CLARKE, J. B. & LE LŒUFF, J. (1996): A terminal Cre-
taceous pterosaur from the Corbiéres (southern France) and the 
problem of pterosaur extinction. – Bulletin de la Société Geolo-
gique de France, 167: 753–759.

BUFFETAUT, E., LAURENT, Y., LE LOEUFF, J. & BILOTTE, M. (1997): A 
terminal Cretaceous giant pterosaur from the French Pyrenees. 
– Geological Magazine, 134: 553–556. 

BUFFETAUT, E., GRIGORESCU, D. & CSIKI, Z. (2003): Giant azhdarchid 
pterosaurs from the terminal Cretaceous of Transylvania (western 
Romania). – In: E. BUFFETAUT & J.-M. MAZIN (Eds), Evolution 
and Palaeobiology of Pterosaurs. – Geological Society of London, 
Special Publication 217: 91–104. 

CODORNÚI, L. S. (2005): Morfología caudal de Pterodaustro guinazui 
(Pterosauria: Ctenochasmatidae) del Cretácico de Argentina. 
– Ameghiniana, 42: 505–509. 

COMPANY, J., RUIZ-OMEÑACA, J. I. & PEREDA-SUBERBIOLA, X. (1999): 
A long-necked pterosaur (Pterodactyloidea, Azhdarchidae) from 
the Upper Cretaceous of Valencia, Spain. – Geologie en Mijnbouw, 
78: 319–333.

DONG, Z. (1982): A new pterosaur (Huanhepterus quingyangensis 
gen. et sp. nov.) from Ordos, China. – Vertebrata PalAsiatica, 
20: 115–121.

DONG, Z., SUN, Y. & WU, S. (2003): On a new pterosaur from the 
Lower Cretaceous of Chaoyang Basin, Western Liaoning, China. 
– Global Geology, 22: 1–7.

EATON, G. F. (1910): Osteology of Pteranodon. – Memoirs of the 
Connecticut Academy of Arts and Sciences, 2: 1–38.

FREY, E. & MARTILL, D. M. (1996): A reappraisal of Arambourgiania: 
the World’s largest fl ying animal. – Neues Jahrbuch für Geologie 

und Paläontologie, Abhandlungen, 194: 379–412.
GODFREY, S. J. & CURRIE, P. J. (2005): Pterosaurs. – In: P. J. CURRIE & 

E. B. KOPPELHUS (Eds), Dinosaur Provincial Park: A Spectacular 
Ancient Ecosystem Revealed; Bloomington and Indianapolis 
(Indiana University Press), 292–311.

HARRIS, J. D. & CARPENTER, K. C. (1996): A large pterodactyloid from 
the Morrison Formation (Late Jurassic) of Garden Park, Colorado. 
– Neues Jahrbuch für Geologie und Paläontologie, Monatsefte, 
1996: 173–484.

HENDERSON, M. D. & PETERSON, J. E. (2006): An azhdarchid pterosaur 
cervical vertebrae from the Hell Creek Formation (Maastrichtian) 
of southeastern Montana. – Journal of Vertebrate Paleontology, 
26: 192–195.

HOOLEY, R. W. (1913) On the skeleton of Ornithodesmus latidens; an 
Ornithosaur from the Wealden Shales of Atherfi eld (Isle of Wight). 
– Quarterly Journal of the Geological Society, 96: 372–422.

HOWSE, S. C. B. (1986): On the cervical vertebrae of the Pterodactylo-
idea (Reptilia: Archosauria). – Zoological Journal of the Linnean 
Society, 88: 307–328.

JENKYNS, H. C., GALE, A. S. & CORFIELD R. M. (1994): Carbon- and 
oxygen-isotope stratigraphy of the English Chalk and Italian 
Scaglia and its palaeoclimatic signifi cance. – Geological Magazine, 
131: 1–34.

KAUP, J. J. (1834): Versuch einer Eintheilung der Säugetiere in 6 Stämme 
und der Amphibien in 6 Ordnungen. – Isis, 3: 311–315. 

KELLNER, A. W. A. (1989): A new edentate pterosaur of the Lower 
Cretaceous from the Araripe Basin, northeast Brazil. – Anais da 
Academia  Brasileira de Ciências, 61: 439–446.

KELLNER, A. W. A. (1996): Description of new material of Tapejaridae 
and Anhangueridae (Pterosauria, Pterodactyloidea) and discussion 
of pterosaur phylogeny. – Unpublished PhD thesis, Columbia 
University, New York, 347 pp.

KELLNER, A. W. A. & HASAGAWA, Y. (1993): Postcranial skeleton of 
Tupuxuara (Pterosauria, Pterodactyloidea, Tapejaridae) from the 
Lower Cretaceous of Brazil. – Journal of Vertebrate Paleontology, 
13: 44A.

KELLNER, A. W. A. & TOMIDA, Y. (2000): Description of a new species 
of Anhangueridae (Pterodactyloidea) with comments on the 
pterosaur fauna from the Santana Formation (Aptian –Albian), 
Northeastern Brazil. – National Science Museum, Tokyo, Mo-
nographs, 17: 1–135.

LAWSON, D. A. (1975): Pterosaur from the latest Cretaceous of west 
Texas: discovery of the largest fl ying creature. – Science, 188:
947–948.

LYDEKKER, R. (1888): Catalogue of the fossil Reptilia and Amphibia in 
the British Museum (Natural History), Part 1, Ornithosauria, Cro-
codilia, Dinosauria, Squamata, Rhyncocephalia and Proterosauria; 
London (British Museum of Natural History), i–xii + 309 pp.

MILNER, A. C. (2002): Reptilia. – In: A. B. SMITH & D. J. BATTEN (Eds), 
Fossils of the Chalk. – Palaeontological Association, London, Field 
Guides to Fossils, 2: 325–343.

ÖSI, A., WEISHAMPEL, D. B. & JIANU, C. M. (2005): First evidence of 
azhdarchid pterosaurs from the Late Cretaceous of Hungary. 
– Acta Palaeontologica Polonica, 50: 777–787.

OWEN, R. (1859): On the vertebral characters of the order Pterosauria, 
as exemplifi ed in the genera Pterodactylus (Cuvier) and Dimorph-
odon (Owen). – Philosophical Transactions of the Royal Society, 
149: 161–169.

PEREDA SUBERBIOLA, X., BARDET, N., JOUVE, S., IAROCHENE, M., BOUYA, 
B. & AMGHZAZ, M. (2003): A new azhdarchid pterosaur from the 
Late Cretaceous phosphates of Morocco. – In: E. BUFFETAUT & J.-
M. MAZIN (Eds), Evolution and Palaeobiology of Pterosaurs. – Ge-
ological Society of London, Special Publication, 217: 79–90.

PLIENINGER, F. (1901): Beiträge zur Kenntnis der Flugsaurier. – Palae-
ontographica, 48: 65–90.

UNWIN, D. M. (1992): The phylogeny of the Pterosauria. – Journal of 
Vertebrate Paleontology, 12: (supplement), 57A.

UNWIN, D. M. (2001): An overview of the pterosaur assemblage from 
the Cambridge Greensand (Cretaceous) of Eastern England. 
– Mitteilungen aus dem Museum fű– Mitteilungen aus dem Museum fű– Mitteilungen aus dem Museum f r Naturkunde, Berlin, Geo-
wissenschaftlichen Reihe, 4: 189–222.

UNWIN, D. M. (2003): On the phylogeny and evolutionary history of 



218

pterosaurs. – In: E. BUFFETAUT & J.-M. MAZIN (Eds), Evolution 
and Palaeobiology of Pterosaurs. – Geological Society of London, 
Special Publication 217: 139–190.

VELDMEIJER, A. J. (2003): Description of Coloborhynchus spielbergi
sp. nov. (Pterodactyloidea) from the Albian (Lower Cretaceous) 
of Brazil. – Scripta Geologica, 125: 35–139.

VULLO, R. (2007): Les vertébrés du Crétacé supérieur des Charentes 
(Sud-Ouest de la France): biodiversité, taphonomie, paléoécologie 
et paléobiogéographie. – Mémoires Géosciences Rennes, 125:
1–302.

WANG, X. & ZHOU, Z. (2003): Two new pterodactyloid pterosaurs from 
the early Cretaceous Jiufotang Formation of Western Liaoning, 
China. – Vertebrata PalAsiatica, 41: 34–41.

WELLNHOFER, P. (1970): Die Pterodacyloidea (Pterosauria) der 
Oberjura-Plattenkalke Süddeutschlands. – Abhandlungen der 
Bayerischen Akademie der Wissenschaften, Mathematisch-Na-
turwissenschaftliche Klasse, 141: 1–133.

WELLNHOFER, P. (1991a): The Illustrated Encyclopedia of Pterosaurs; 
London (Salamander Books Ltd.), 192 pp.

WELLNHOFER, P. (1991b): Weitere Pterosaurierfunde aus der Santana-
Formation (Apt) der Chapada do Araripe, Brazil. – Palaeontogra-
phica, Abt. A, 215: 43–101. 

WELLNHOFER, P. & KELLNER, A. W. A. (1991): The skull of Tapejara
wellnhoferi Kellner (Reptilia: Pterosauria) from the Lower Cre-wellnhoferi Kellner (Reptilia: Pterosauria) from the Lower Cre-wellnhoferi
taceous Santana Formation of the Araripe Basin, northeastern 
Brazil. – Mitteilungen der Bayerischen Staatssamlung fűBrazil. – Mitteilungen der Bayerischen Staatssamlung fűBrazil. – Mitteilungen der Bayerischen Staatssamlung f r Palä-
ontologie und historische Geologie, 31: 89–106.


