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Abstract.— Morphological and molecular data sets favor robustly supported, contradictory interpretations of crocodylian
phylogeny. A longstanding perception in the field of systematics is that such significantly conflicting data sets should be
analyzed separately. Here we utilize a combined approach, simultaneous analyses of all relevant character data, to sum-
marize common support and to reconcile discrepancies among data sets. By conjoining rather than separating incongruent
classes of data, secondary phylogenetic signals emerge from both molecular and morphological character sets and provide
solid evidence for a unified hypothesis of crocodylian phylogeny. Simultaneous analyses of four gene sequences and pa-
leontological data suggest that putative adaptive convergences in the jaws of gavialines (gavials) and tomistomines (false
gavials) offer character support for a grouping of these taxa, making Gavialinae an atavistic taxon. Simple new methods
for measuring the influence of extinct taxa on topological support indicate that in this vertebrate order fossils generally
stabilize relationships and accentuate hidden phylogenetic signals. Remaining inconsistencies in minimum length trees,
including concentrated hierarchical patterns of homoplasy and extensive gaps in the fossil record, indicate where future
work in crocodylian systematics should be directed. [Aves; combined evidence; Crocodylia; fossil; gavial; phylogeny.]

The 23 extant species of Crocodylia and their close fos-
sil relatives compose a monophyletic group of morpho-
logically conservative archosaurs (Benton and Clarke,
1988). The clade is generally considered to be the re-
lictual extant sister group of Aves (birds) and includes
four primary lineages: Gavialinae (gavials), Crocodyli-
nae (crocodiles), Alligatoroidea (alligators and caimans),
and Tomistominae (false gavials) (see Fig. 1 for taxo-
nomic definitions). Various systematic data sets have
been applied to crocodylian phylogeny, but certain re-
lationships remain contentious (reviewed by Poe, 1996;
Brochu, 1997).

Incongruence is most evident at the base of Crocodylia,
where the affinities of Gavialinae are contradictory
(Fig. 1). Traditional morphological studies suggested that
the lone extant gavial, Gavialis gangeticus, is characterized
by a suite of primitive traits and is the extant sister taxon
to all other Crocodylia (Fig. 1a). This result was first pro-
posed by Duméril (1806) and has been corroborated by
recent numerical cladistic analyses (Norell, 1989; Brochu,
1997; Buscalioni et al., 2001). The morphological hypoth-
esis conflicts with biochemical and molecular trees that
group G. gangeticus with the only living false gavial,
Tomistoma schlegelii (Tomistominae). According to these
trees, Crocodylinae and Alligatoroidea are successively
more distantly related to the G. gangeticus + T. schlegelii
clade (Fig. 1b; Densmore, 1983; Densmore and Owen,
1989; Densmore and White, 1991; Gatesy and Amato,
1992; Hass et al., 1992; Aggarwal et al., 1994; White and
Densmore, 2001; Harshman et al., 2003 [this issue]).

Morphological and molecular hypotheses differ only
in the phylogenetic placement of Gavialinae (Fig. 1).
Historically, similarities in the long, narrow rostra of
G. gangeticus and T. schlegelii were interpreted as strik-
ing examples of adaptive convergence (Fig. 1a) and of-
ten were dismissed as phylogenetic evidence (Langston,
1965; Hecht and Malone, 1972; Tarsitano et al., 1989).

Although the narrow-snouted condition has evolved
multiple times in Archosauria (Clark, 1994), the precise
pattern of evolution within Crocodylia has been debated
(Brochu, 2001). From a molecular systematic perspective,
the slender jaws of gavialines and tomistomines are best
interpreted as homologues (Fig. 1b).

The Gavialis problem represents one of the more
longstanding discrepancies between morphological and
molecular approaches to systematics (Densmore, 1983;
Buffetaut, 1985; Norell, 1989; Tarsitano et al., 1989; Poe,
1996; Brochu, 1997; Hillis and Wiens, 2000). In part, the
difficulty lies in distinguishing convergent ecological
specializations from uniquely evolved traits, but another
aspect of the conflict involves establishing a consistent
phylogenetic root at the base of Crocodylia. Pinpointing
a root would seem to be straightforward from a mor-
phological perspective. Skeletal characters can be scored
from well-preserved close relatives of Crocodylia from
the Cretaceous (e.g., Norell and Clark, 1990; Clark and
Norell, 1992), and these fossil crocodyliform outgroups
strongly implicate Gavialinae as the basalmost branch of
Crocodylia (Fig. 1a).

Because of the geometry of lineage splitting and extinc-
tion within Archosauria, no near relatives of Crocodylia
are living (Benton and Clark, 1988). In this case, out-
group comparisons using molecular data might be more
problematic than outgroup analysis of morphological ev-
idence (Norell, 1989). First appearances of the four major
lineages of extant crocodylians range from the late Creta-
ceous to the Eocene, but Crocodylia split from its extant
sister group in the Triassic, approximately 230 million
years ago (Fig. 1b; Carroll, 1988). The inevitable result
of this 160-million-year gap is that for many genetic loci
birds are highly derived relative to crocodylians. Such
long outgroup branches could hinder the estimation of
ancestral states and the rooting of trees based on molec-
ular evidence (Felsenstein, 1978; Wheeler, 1990).
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FIGURE 1. Hypotheses of systematic relationships among major
clades of crocodylians; topologies are based on gross anatomical char-
acters (a) and molecular information (b). Extinct crocodyliform taxa
that diverged from Crocodylia in the Cretaceous can be utilized as
outgroups in morphological studies. Because of extinction on the
crocodylian stem lineage, the closest extant outgroup of Crocodylia is
Aves. Red bars mark the evolution of the longirostrine, narrow-snouted
condition in gavials and false gavials. Branch lengths are roughly pro-
portional to time. Taxonomy is slightly modified from that of Brochu
(2003): Crocodylia = last common ancestor of Gavialis gangeticus, Alli-
gator mississippiensis, and Crocodylus rhombifer and all of its descendents;
Tomistominae (T)= Tomistoma schlegelii and all taxa closer to it than to
G. gangeticus or C. rhombifer; Crocodylinae (C)=C. rhombifer and all taxa
closer to it than to T. schlegelii; Alligatoroidea (A) = A. mississippiensis
and all taxa closer to it than to G. gangeticus or C. rhombifer, Gavialinae
(G) = G. gangeticus and all taxa closer to it than to T. schlegelii or C.
rhombifer.

Unfortunately, the majority of previously collected
molecular data for Crocodylia is not amenable to com-
parisons with distantly related outgroup taxa. Thus,
published trees based on immunological reactions, al-
lozymes, unmapped restriction fragments, and DNA fin-
gerprints have not included birds and have been rooted
at the midpoint using a variety of distance-based tree-
building algorithms (Densmore, 1983; Densmore and
Dessauer, 1984; Densmore and Owen, 1989; Densmore
and White, 1991; Hass et al., 1992; Aggarwal et al.,
1994). Because these topologies were not rooted using

the outgroup criterion (Maddison et al., 1984; Nixon and
Carpenter, 1993), it has been impossible to rigorously as-
sess incongruence between the biochemical and gross
anatomical evidence (see Poe, 1996; Brochu, 1997; Brochu
and Densmore, 2001). Preliminary cladistic studies of mi-
tochondrial (mt) 12S ribosomal (r) DNA sequences sup-
ported the topology favored by the phenetic molecular
analyses (Fig. 1b; Gatesy and Amato, 1992; Hass et al.,
1992; Gatesy et al., 1993; Poe, 1996; Brochu, 1997), and
additional DNA data recently have corroborated this re-
sult (White and Densmore, 2001; Harshman et al., this
issue). However, the molecular topology implies a suspi-
ciously large number of evolutionary character reversals,
i.e., taxic atavisms (Stiassny, 1992), that are concentrated
in Gavialinae (Densmore, 1983; Hass et al., 1992).

Here, sequence data for four genes,∼3,000 nucleotides
from the mt and nuclear (nu) genomes, were utilized to
make more extensive molecular comparisons between
crocodylians and birds. Instead of simply noting topolog-
ical similarities and differences between molecular and
paleontological results, a combined evidence approach
(Miyamoto, 1985; Kluge, 1989; Nixon and Carpenter,
1996) was applied to crocodylian phylogeny (Poe, 1996;
Brochu, 1997; Brochu and Densmore, 2001). The goals
of this study were to (1) partition conflicts and common
support among molecular and gross anatomical data sets
within the context of all relevant characters, 2) deter-
mine the influence of fossil evidence on rooting position
and clade stability, 3) discern secondary signals in differ-
ent systematic data sets (Trueman, 1998; Brochu, 1999),
4) erect hypotheses of morphological evolution based on
the minimum length topologies, and 5) suggest future
avenues of systematic work within Crocodylia.

MATERIALS AND METHODS

Molecular Data

Our approach was to utilize a battery of DNA se-
quences that could be aligned between distantly re-
lated organisms. Segments of four genes, mt 12S rDNA
(∼240 base pairs), mt 16S rDNA (∼400 base pairs), mt cy-
tochrome b (cytb,∼240 base pairs), and nu recombination
activating protein 1 (RAG-1,∼2,000 base pairs), were se-
quenced from 15 taxa. All extant genera of Crocodylia
and exemplars from the two basal clades of Aves were
represented in the sample.

Blood samples were acquired from zoological parks,
DNA was extracted from fresh tissues (Gatesy and
Amato, 1992), and DNA vouchers from all species were
deposited in the frozen collections at the American
Museum of Natural History. “Universal” mt primers
(Kocher et al., 1989; Irwin et al., 1991; Simon, 1991)
and crocodylian-specific nu RAG-1 primers were used
in polymerase chain reaction (PCR) amplifications and
sequencing (Table 1). Most mt data were collected us-
ing single-stranded PCR protocols and the dideoxy se-
quencing method (Gatesy and Amato, 1992; Gatesy
et al., 1993). Alternatively, double-stranded PCR prod-
ucts were processed on an ABI automated sequencer
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TABLE 1. Oligonucleotide primers used in this study.

Primer Position no.a Sequence (5′ to 3′)

12SA 850 AAACTGGGATTAGATACCCCACTAT
12SB 1270 GAGGGTGACGGGCGGTGTGT
16SA 2290 CGCCTGTTTACCAAAAACAT
16SB 2860 CCGGTCTGAACTCAGATCACGT
cytbA 14605 CCATCCAACATCTCAGCATGATGAAA
cytbB 14920 CCCTCAGAATGATATTTGTCCTCA
RAGL1 450 ACTCGATTTTGTCACAATTG
RAGL2 459 TGTCACAATTGCTGGAGTAT
RAGL3 1227 AAGGCTGTTTGCATGACTTTGTT
RAGR1 1262 ATAGCTTCCAGCTCATCTGCTTG
RAGR2 1268 TGCATTATAGCTTCCAGCTCATC
RAGR5 2462 AGCAAAGTTTCCATTCATCCTCAT

aNumbers refer to positions in the Bos taurus mtDNA sequence of Anderson
et al. (1982; NCBI J01394) or in the G. gangeticus RAG-1 sequence of Groth and
Barrowclough (1999; NCBI AF143725).

(Gatesy and Arctander, 2000). Polymorphisms and bases
that could not be scored clearly were coded as IUPAC
ambiguities.

Five higher level taxa and associated species were
sampled for DNA characters: Alligatoroidea: Caiman
crocodilus, Caiman latirostris, Melanosuchus niger, Pa-
leosuchus palpebrosus, Paleosuchus trigonatus, Alligator
sinensis, and Alligator mississippiensis; Crocodylinae:
Crocodylus rhombifer, Crocodylus intermedius, Crocodylus
cataphractus, and Osteolaemus tetraspis; Gavialinae: Gavi-
alis gangeticus; Tomistominae: Tomistoma schlegelii; Aves:
Gallus gallus and Struthio camelus. New data for 43 gene
fragments were combined with 17 published sequences.
All mtDNA data for G. gallus were from Desjardins
and Morais (1990; NCBI X52392), and RAG-1 sequences
for G. gangeticus, A. mississippiensis, G. gallus, and S.
camelus were from Groth and Barrowclough (1999; NCBI
AF143725, AF143724, AF143730, and AF143727 respec-
tively). The 12S rDNA sequences for Caiman crocodilus,
C. latirostris, M. niger, P. palpebrosus, P. trigonatus, A. sinen-
sis, A. mississippiensis, Crocodylus rhombifer, G. gangeti-
cus, and T. schlegelii were from our previous publications
(Gatesy and Amato, 1992; Gatesy et al., 1993) and were
deposited into GenBank with new sequences from the
present study (NCBI AY239124–AY239176).

Sequence Alignment

Multiple sequence alignment can be interpreted as
the determination of primary homology as defined by
DePinna (1991). Because DNA sequences are simple
linear strings of four discrete nucleotides, primary ho-
mology can, in part, be derived algorithmically. In this
study, we took the following approach to sequence align-
ment. We aligned each genic region with the parsimony
based multiple alignment program MALIGN (Wheeler
and Gladstein, 1994) over a wide range of alignment
parameters. For each gene, we then chose the align-
ment that gave the shortest cladogram given a weight
of 1 for each individual nucleotide insertion, deletion,
or substitution (Gatesy and Arctander, 2000). Assuming
that individual base pair insertions/deletions (indels)

are interpreted as independent pieces of phylogenetic
evidence, this alignment implied the fewest character
transformations to explain the differences among orthol-
ogous sequences. This framework was the most consis-
tent with the combined approach advocated by Kluge
(1989) in which all character transformations are given
equal weight (Kluge, 1997; Frost et al., 2001). In part,
our procedure also was consistent with the rationaliza-
tions of Wheeler and colleagues (Wheeler and Gladstein,
1994; Wheeler, 1995, 1996; Giribet and Wheeler, 1999;
Phillips et al., 2000). As for these authors, our goal was
to find alignments that were simplest within the context
of the character weighting scheme that was employed
in phylogenetic analysis (in this case, equal weighting).
However, instead of minimizing scaled character incongru-
ence among data partitions (Wheeler, 1995), our procedure
simply minimized the number of character transforma-
tions necessary to explain differences among orthologous
sequences.

Because of the vagaries of pairwise multiple align-
ment, optimal alignments (those that return the short-
est cladogram) for a gap weight of 1 and a nucleotide
substitution weight of 1 may be derived from align-
ments at gap cost/substitution cost ratios other than 1.
Therefore, we tested a variety of alignment parame-
ters. Eleven gap: substitution cost ratios were tested
for each of the mt rDNA data sets. The cost pa-
rameters were as follows: (gap cost = the cost for
opening a gap, followed by extragap cost = the cost
for extending an initial gap, followed by the cost
for a nucleotide substitution) 1/1/1, 1.5/1.5/1, 2/2/1,
3/3/1, 4/4/1, 5/5/1, 1.5/1/1, 2/1/1, 3/2/1, 4/3/1,
5/4/1. Other MALIGN parameters were contig, score
4, treea, treeswap, atbr, tbr, build, keepaligns 10, keep-
trees 10, time, iter, and phylotime. For the protein-
coding genes, adjacent gaps were consolidated by eye
using SeqApp (Gilbert, 1992), so that coding regions
were not disrupted by frameshift mutations. Phylo-
genetic analyses were conducted for the alternative
alignments.

Morphological Data

Morphological characters primarily were those ana-
lyzed by Brochu (1997). Subsequent to the publication
of that paper, Brochu made adjustments to his original
data set that were incorporated here: (1) ten extinct taxa
were added to the matrix; (2) two characters, presence of
pneumatic cavity in prefrontal pillar (165) and surangu-
lar truncated dorsally (166), were added; (3) two other
characters, prominent ridge on palatine (99) and shape
of lacrymal (106), exhibited more intraspecific variation
than previously thought and were deleted; and (4) sev-
eral character codings in Tomistoma cairense were cor-
rected (see Systematic Biology web site). Stratigraphic oc-
currences of taxa were taken from Brochu (1997, 2001).
The morphological data set utilized here includes taxa
slightly different from those used by Harshman et al.
(this issue), which affected some character state opti-
mizations.
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Combined Matrix

The morphological data set of 164 characters was
merged with the sequence data in a combined matrix
of 14 extant taxa (Aves was constrained to be mono-
phyletic), 54 extinct taxa, and 3,104 characters. Morpho-
logical characters were included for all 68 taxa. Molecu-
lar data were included for each of the 14 extant taxa and
were coded as missing in all 54 extinct taxa. (The matrix is
available at the Systematic Biology web site: systbiol.org/
info/issues.html.)

Some published data sets were excluded from the com-
bined matrix for a variety of reasons. First, Densmore and
White (1991) and Aggarwal et al. (1994) scored the pres-
ence and absence of restriction endonuclease fragments
as alternative character states. Character correlation and
misrepresentation are unavoidable in restriction frag-
ment data that are not mapped, and there are no straight-
forward corrections for these effects (see Swofford and
Olsen, 1990; Siddall, 2001). Second, Densmore (1983)
presented allozyme matrices for alligatoroids and for
crocodylines + G. gangeticus + T. schlegelii. Alleles were
coded separately for each of these two presumed groups.
Therefore, even though the same loci were examined for
both “groups,” the character codings were incompatible
between matrices. Third, Densmore (1983), Densmore
and Owen (1989), and Hass et al. (1992) explored phe-
netic analyses of immunological distances among extant
crocodylians. Specific hypotheses of character homol-
ogy (Patterson, 1982) cannot be inferred from these data
(Brower et al., 1996). Fourth, Brooks and O’Grady (1989)
summarized systematic evidence for helminth parasites
of crocodylians and used these coevolutionary data to in-
fer relationships within Crocodylia. In our study, extrin-
sic phylogenetic evidence from worms was not merged
with the intrinsic morphological and molecular charac-
ters from crocodylians. Fifth, preliminary analyses of
partial mt ND6, tRNAglu, and cytb sequences were pre-
sented by Brochu and Densmore (2001) and White and
Densmore (2001), but the sequence data were cited as
White and Densmore (in review) and were not published
before submittal of this manuscript.

Phylogenetic Analyses

Simultaneous parsimony analyses of primary homol-
ogy statements were executed in PAUP* (Swofford,
1998). Searches of the combined 68-taxon matrix were
heuristic with minimally 100 random taxon addition
replicates and tree bisection–reconnection branch swap-
ping. Characters were unordered, individual gaps in se-
quence alignments were treated as a fifth character state
(Giribet and Wheeler, 1999), all character transforma-
tions were equally weighted (Kluge, 1997), and branches
with a minimum length of 0 were collapsed (“amb-” op-
tion). All topologies were rooted on the Aves outgroup
branch, and strict consensus trees (Schuh and Polhemus,
1980) were derived from optimal topologies found in
each search.

Additional parsimony analyses of separate data parti-
tions were executed to assess the phylogenetic impacts of

morphological characters, nuDNA sequences, mtDNA
sequences, outgroup taxa, fossils, and sequence gap char-
acters. Searches were branch and bound (Hendy and
Penny, 1982) or heuristic. Molecular data sets also were
analyzed using likelihood methods to determine the
stability of the parsimony results to an explicit model-
based approach (Felsenstein, 1981). “Optimal” models
of molecular evolution were chosen using likelihood ra-
tio tests (Goldman, 1993; Whelan and Goldman, 1999)
implemented in ModelTest (Posada and Crandall, 1998).
Model parameters then were imported into PAUP,* and
heuristic searches were executed.

For the combined crocodylian data set, there were
thousands of optimal topologies, branches with a min-
imum length of 0 were collapsed, and many extinct
taxa were distributed along stem lineages of crown taxa.
Currently, there are no automated algorithms for de-
termining whether a given character transformation is
unequivocally optimized to a particular internal branch
that connected the extant crocodylian taxa. Therefore,
unequivocal character changes, hypothesized here, were
derived from comparisons of different optimizations
(e.g., Acctran and Deltran) on minimum length trees,
character mapping on the strict consensus tree, and se-
lected constrained parsimony searches. Characters were
optimized onto cladograms using the “list of apomor-
phies” and “show reconstructions” commands of PAUP*
(Fitch, 1971; Swofford, 1998).

Data Set Incongruence/Conflict

The Wilcoxon signed rank test (WSRT; Templeton,
1983; Larson, 1994) implemented in PAUP* was used as a
heuristic to compare differential character support for al-
ternative a priori molecular and morphological hypothe-
ses (Fig. 1). In some analyses of the fossil data, thousands
of equally parsimonious trees were recovered. In these
instances, a single minimum-length topology was used
in the signed rank test. Because of difficulties in interpret-
ing WSRT results in such cases, no threshold for signifi-
cance was specified, but very low P values were taken as
an indication of conflicting character support for at least
some of the optimal topologies.

The incongruence length difference (ILD) is the min-
imum number of extra character steps required from
several systematics data sets when these partitions are
analyzed simultaneously compared with the sum of
character steps when the data sets are analyzed sepa-
rately (Mickevich and Farris, 1981). Randomizations of
the original data sets were used to estimate the extrem-
ity of empirical ILDs (Farris et al., 1994, 1995). Because
of missing molecular data, extinct taxa were excluded.
Only informative characters were considered, 999 ran-
domizations were analyzed, and PAUP* tree searches
were branch and bound. A P value of 0.05 was taken
as the threshold for significant conflict.

Group Stability/Support

In cladistic analysis, competing phylogenetic hypothe-
ses are judged according to their length; trees that
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imply the fewest character transformations are preferred
(Farris, 1983). Given this optimality criterion, the support
for a given grouping of taxa has been equated with the
difference in length between the shortest trees that lack
the group of interest and the shortest trees that include
the group of interest. Bremer (1994) defined this differ-
ence in character steps as branch support (BS). For BS, the
criterion for group stability/support is the same as the
criterion for tree choice. Here, BS and recent elaborations
of this index (Baker and DeSalle, 1997; Gatesy et al., 1999;
Wilkinson et al., 2000) were employed in novel combina-
tions to measure the stability of relationships supported
by the combined crocodylian data matrix.

This data set was characterized by extensive missing
data. Some extinct taxa were scored for as few as 25 of
the 835 informative characters, so our analysis of tree
stability focused on relationships among extant taxa. To
measure BS for relationships among living species within
the context of the fossil data, double decay analyses
(Wilkinson et al., 2000) were executed. Backbone con-
straint trees (Swofford, 1993) that defined relationships
among extant taxa were used to estimate the minimum
number of extra character steps required to disrupt these
relationships. The constraint trees did not include any of
the extinct taxa, but all extinct taxa were utilized in anal-
ysis. The phylogenetic placements of extinct taxa relative
to the extant taxa were not fixed, so fossils were allowed
to “float” in constrained tree searches (Wilkinson et al.,
2000). Only the differential costs of contrasting relation-
ships among extant taxa, irrespective of the positions of
extinct taxa, were noted. These length differences, dou-
ble decay BS, were calculated for all groupings of extant
taxa supported by the 68-taxon data set. PAUP* searches
were as described above.

Robustness/stability of systematics results to the ad-
dition of fossils was determined by comparing BS scores
for groups supported by the matrix of 14 extant taxa with
double decay BS for these relationships in the context of
all 68 extant and extinct taxa. For a particular grouping of
extant taxa, an increase in group stability with the addi-
tion of fossils is indicated when the difference between
double decay BS with fossils and BS without fossils is
positive. A decrease in stability is indicated when this
difference is negative. A rearrangement of relationships
with the addition of fossils is indicated when this differ-
ence is negative and equal/greater in absolute magni-
tude relative to the BS score without fossils.

Double decay BS scores were partitioned to measure
the contributions of different data sets to nodal stability.
For the 68-taxon matrix, partitioned branch support
(PBS; Baker and DeSalle, 1997) for three data sets
(mtDNA, nuDNA, and morphology) was calculated. PBS
scores for relationships among the 14 extant taxa were
determined within the context of all 68-taxa (double de-
cay PBS). The double decay PBS procedure was anal-
ogous to standard PBS analysis but utilized backbone
constraint trees as in double decay analysis (Wilkinson
et al., 2000). Double decay PBS derived from searches of
extinct plus extant taxa was compared with PBS derived
from searches of extant taxa only to assess the influence

of fossils on the distribution of character support among
data sets.

These indices measure support in terms of extra char-
acter steps. Stability to the removal of character data was
used as an alternative index of clade robustness. Char-
acter jackknife (JK) analyses (Penny and Hendy, 1986;
Farris et al., 1996) were executed for several data sets.
In each JK replicate, 50–90% of parsimony-informative
characters in the original data set were deleted, and the
PAUP∗ search of the perturbed matrix was branch and
bound. One thousand JK replicates were executed, and
JK percentages were calculated for all groups supported
by the original data set. Because of extensive missing
data in extinct taxa, JK analyses were done for extant
taxa only. JK analyses within a likelihood framework
were based on random deletions of 50% of all charac-
ters. For maximum likelihood analyses, 100 heuristic JK
replicates were executed with taxon addition “as is” and
tree bisection–reconnection branch swapping.

Hidden Stability/Support

The interaction of different data sets in simultaneous
analysis often implies hidden character support (Barrett
et al., 1991; Chippindale and Wiens, 1994; Olmstead and
Sweere, 1994). For a particular set of data partitions and
a particular group, hidden support can be defined as in-
creased character support for the group of interest in the
simultaneous analysis of all data partitions relative to the
sum of support for that group in the separate analyses of
each partition. Hidden support in different data sets can
be quantified with a variation of BS, partitioned hidden
branch support (PHBS; Gatesy et al., 1999).

PHBS was calculated for relationships among extant
taxa supported by the combined matrix to quantify sec-
ondary phylogenetic signals in the mtDNA, nuDNA, and
morphological character sets. For a particular relation-
ship, PHBS is a measure of the difference between charac-
ter support from an individual data set within the context
of the combined evidence analysis (PBS) and character
support in the separate analysis of that individual data
set (BS). A positive PHBS score for a particular data set in-
dicates a secondary phylogenetic signal for the relation-
ship of interest that emerges in simultaneous analysis of
diverse data sets (Gatesy et al., 1999). PHBS for relation-
ships among extant taxa was measured in the context of
all 68 taxa using backbone constraint trees for the extant
species as in the double decay analyses (double decay
PHBS) and without extinct taxa (PHBS) to assess the in-
fluence of fossils on hidden support.

RESULTS AND DISCUSSION

Sequence Alignments

Optimal alignments, given an equal weighting of all
character transformations, were found at the following
parameters (gap cost/extragap cost/substitution cost).
For mt 12S rDNA sequences, 1.5/1.5/1 produced a
cladogram of 290 steps. For mt 16S rDNA sequences,
2/1/1 yielded a cladogram of 512 steps. With an equal
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weighting of all character transformations, alignments
at the high end of the gap-cost range predictably im-
plied much longer cladograms for the rDNA data sets.
The protein coding mt cyb and nu RAG-1 showed little
alignment ambiguity. The cytb alignment had no inter-
nal gaps, and the RAG-1 alignment had a single 3-base
pair gap in the G. gallus outgroup sequence.

Incongruence Among Morphological and Molecular
Data Sets

Mitochondrial DNA and nuDNA were partitioned to
measure differences in character support provided by
these two linkage groups (Miyamoto and Fitch, 1995).
The mt and nu data implied divergent base composi-
tions, transition: transversion ratios, and branch lengths
(Figs. 2a, 2b). Despite these profound differences in
rate and mode of sequence evolution, mtDNA and

FIGURE 2. Minimum-length topologies for extant taxa that were supported by different data sets. (a) Mitochondrial DNA. (b) One of two
optimal cladograms for nuDNA. (c) Combined DNA. (d) Gross anatomical characters. The 50% character removal JK percentages are at internal
nodes. BS scores for trees a and b are in Figure 4, and BS for tree d is in Figure 3b. The asterisk in tree b marks the alternative position of Crocodylus
cataphractus in the second minimum-length topology for the nuDNA data set. Maximum likelihood analyses of the mtDNA and combined DNA
data sets produced topologies that were identical to the cladograms shown (a and c). For the nuDNA, maximum likelihood rooted the ingroup
topology on the branch that joins Tomistoma and Gavialis. Branch lengths are proportional to the number of character steps inferred by parsimony
(Acctran optimization). Higher level groups are as in Figure 1.

nuDNA sequences each favored the same basic scheme
of relationships (ILD = 0 extra steps). Both data sets
supported a G. gangeticus + T. schlegelii group and a G.
gangeticus + T. schlegelii + Crocodylinae clade, congru-
ent with previous molecular hypotheses (Fig. 1b). The
only difference between systematic results for nu and mt
loci was a lack of resolution among three crocodyline taxa
(Crocodylus intermedius+C. rhombifer, C. cataphractus, and
Osteolaemus tetraspis) in the nuDNA analysis (Fig. 2b).

The mtDNA data set of 418 informative sites required
58 extra character steps to accommodate the traditional
morphological tree (WSRT, P < 0.0001), and 13 addi-
tional character steps were necessary to fit the nuDNA
data set of 257 informative sites to this topology (P <
0.001). Unrooted analyses of the DNA data sets, where
the bird sequences were removed, overwhelmingly sup-
ported ((Alligatoroidea+Crocodylinae) (G. gangeticus+
T. schlegelii)); no rooting of this network was consistent
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with the traditional hypothesis of relationships (Fig. 1a).
Thus, removal of distant outgroup taxa did not recon-
cile the DNA data sets with the morphological topology
(WSRT for mtDNA, P < 0.0006; for nuDNA, P < 0.005).

Separate analysis of the morphological data set fa-
vored the traditional scheme of relationships (Fig. 1a).
A T. schlegelii + Crocodylinae clade (double decay BS =
+15) and a T. schlegelii + Crocodylinae + Alligatoroidea
group (double decay BS = +8) were robustly supported
(Fig. 3b) and inconsistent with the molecular perspec-
tive (Fig. 1b). This topology was obtained whether fossils
were excluded or included (Figs. 2d, 3b). The complete
morphological data set of 160 informative characters
required 19 extra character steps to fit the molecular
hypothesis (WSRT, P < 0.02), and for the extant taxa,
congruence between morphological and molecular data
partitions was rejected (ILD = 17 extra steps, P = 0.001;
P = 0.009 excluding outgroup taxa). When fossils were
included, the ILD for molecules versus morphology in-
creased to 24 extra character steps.

High JK support scores for incompatible groups also
suggested sharp discrepancies between morphological
and molecular partitions (Figs. 2c, 2d). The combined
DNA data set strongly supported G. gangeticus + T.
schlegelii and G. gangeticus + T. schlegelii + Crocodyli-
nae (JK with 50% character removal = 100%), but both
of these clades were contradicted by the T. schlegelii
+ Crocodylinae + Alligatoroidea group favored by
the morphological analysis (JK = 97%). Furthermore,
Crocodylus cataphractus+Osteolaemus tetraspis (JK= 97%)
was supported solidly by the molecular characters, but
this clade was inconsistent with a monophyletic Crocody-
lus (JK = 89%) in the morphological tree (Figs. 2c, 2d).

In summary, topologies derived from the unlinked
mtDNA and nuDNA data sets were congruent, but mor-
phological and molecular data sets showed extensive
character conflicts and robustly supported contradictory
trees. Incongruence between molecular and morpholog-
ical character sets was not limited to the position of the
root; exclusion of distant outgroup taxa did not rectify
the character conflict between data sets.

Simultaneous Analysis

Extant and extinct taxa.—The combined parsimony
analysis of molecules and morphology for all 68 taxa
yielded 2,592 optimal trees (minimum length = 2,262);
when sequence gaps were treated as missing data, the
same set of topologies was recovered. The strict consen-
sus of these trees (Fig. 3a) was well resolved and consis-
tent with previous molecular results (Fig. 1b). The sta-
bility of relationships among basal crocodylian taxa was
assessed by determining double decay BS for G. gangeti-
cus + T. schlegelii and for G. gangeticus + T. schlegelii
+ Crocodylinae to the exclusion of other extant taxa
in the analysis. Double decay BS scores were high for
these relationships, +18 and +39 extra steps, respec-
tively. Seven traditionally recognized groupings of ex-
tant taxa (Jacarea, Paleosuchus, Caimanae, Alligator, Al-
ligatoroidea, Crocodylinae, and New World Crocodylus)

also were solidly supported, with double decay BS scores
ranging from +16 to +52 (Figs. 3a, 4). Some extinct taxa
that grouped within Crocodylia in the analysis of mor-
phological data (Borealosuchus spp. and Pristichampsus)
were placed as the closest outgroups to Crocodylia in
the simultaneous analysis of molecules and morphol-
ogy. Thus, according to the combined evidence, the tax-
onomic content of the crown group was more restricted
than in trees based solely on morphological data. Over-
all, 11 clades emerged in simultaneous analysis that were
not supported by separate analysis of the morphological
data (Fig. 3).

The traditional hypothesis of crocodylian relation-
ships (Fig. 1a) was incompatible with the combined
evidence. Constraining the combined matrix to fit this
topology demanded 61 additional character steps rel-
ative to the minimum length (WSRT, P < 0.0001), and
the gross anatomical data set required 24 extra charac-
ter steps to fit the combined evidence hypothesis (WSRT,
P < 0.019). In spite of this conflict, the overall agreement
among data sets was overwhelming in the simultaneous
analysis. Double decay PBS scores were positive for the
nuDNA, mtDNA, and morphological characters for 8 of
the 11 groupings of extant taxa, and both nuDNA and
mtDNA provided positive support at all 11 nodes (Fig. 4).
The position of the outgroup root was supported by all
three character sets; double decay PBS scores were uni-
formly positive for Alligatoroidea and for G. gangeticus
+ T. schlegelii + Crocodylinae, the two basalmost clades
of Crocodylia. Double decay PBS was negative for the
morphological partition at only two nodes, Crocodylus
cataphractus + Osteolaemus (−3) and T. schlegelii + G.
gangeticus (−9).

As in other studies where diverse systematic
data sets for Crocodylia were compared and inte-
grated, widespread agreement between morphology
and molecules was the rule, with only a few conflicts
at particular nodes. Previous simultaneous analyses of
Crocodylia yielded mixed results; the support for com-
peting hypotheses (Fig. 1) shifted with changes in the
relative numbers of molecular and morphological char-
acters (Poe, 1996; Brochu, 1997; Brochu and Densmore,
2001). Brochu (1997:501–502) noted that “one would ex-
pect the addition of a large sequence data set to tip the
balance in favor of the molecular tree.” This was exactly
the case here. Nearly 3,000 aligned nucleotides were an-
alyzed in this study as opposed to the ∼250 bases of
Brochu (1997), and in contrast to the results of Brochu
(1997), our minimum length trees conformed to pre-
vious molecular hypotheses of crocodylian phylogeny
(Fig. 1b).

Influence of fossils.—Certain fossils are expected to pre-
serve ancestral morphologies that have been radically
altered in extant taxa and might allow more precise hy-
potheses of homology in divergent anatomical systems.
By including fossils, more characters and taxa (especially
primitive taxa with unique combinations of morphologi-
cal character states) can be utilized in phylogenetic analy-
sis (Gauthier et al., 1988; Donoghue et al., 1989; Novacek,
1992). In some empirical studies, inclusion of extinct taxa
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2003 GATESY ET AL.—COMBINED EVIDENCE PHYLOGENY OF CROCODYLIA 411

FIGURE 4. The distribution of character support among data sets. At each node, the following information is listed for analyses of extant taxa
and extant plus extinct taxa (+ fossils). PBS = PBS for three data sets, mtDNA, nuDNA, and morphology (morph), in simultaneous analysis of
extant taxa and double decay PBS for these partitions in simultaneous analysis of extant plus extinct taxa; BS = BS in the separate analyses of
individual data partitions for the extant taxa and double decay BS in the separate analyses of individual data partitions for extant plus extinct
taxa; PHBS = PHBS for each data set in the simultaneous analysis of extant taxa and double decay PHBS in the simultaneous analysis of extant
plus extinct taxa; total = the sum of the PBS, BS, or PHBS scores with or without extinct taxa. Solid, open, and shaded boxes to the left of the
values indicate positive scores, negative scores, and scores of 0, respectively. The 50% character removal JK percentages for the combined matrix
of extant taxa are above internodes, and the 90% character removal JK percentages are below internodes. Higher level groups are indicated as in
Figure 1.
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has resulted in rearrangment of phylogenetic relation-
ships supported by analyses of extant taxa alone (e.g.,
O’Leary and Geisler, 1999). However, the importance of
fossils in simultaneous analyses of morphological and
molecular characters has been examined in only a few
test cases (e.g., Eernisse and Kluge, 1993; Shaffer et al.,
1997; Horovitz, 1999; O’Leary, 1999; Giribet et al., 2001).

For the crocodylian matrix, inclusion of extinct taxa did
not overturn any relationships supported by the analy-
sis of extant taxa but did alter the character support for
most groups. Simultaneous parsimony analysis of extant
taxa yielded a single minimum-length topology that was
robustly supported and perfectly congruent with the
combined evidence analysis of extinct plus extant taxa
(Figs. 3a, 4). For 9 of 11 nodes, 50% character removal JK
scores were 100%, 90% character removal JK scores were
>70%, and BS was high (+18 to +50; Fig. 4). With the
inclusion of fossils, stability (in terms of extra character
steps) increased at seven nodes (range = +1 to +8), de-
creased at only three nodes (range= −2 to−6), and was
unchanged at one node. The extinct taxa generally so-
lidified systematic relationships among extant taxa and
effected a net increase of+13 extra steps in nodal stability
(Fig. 3a).

With fossils, BS for the controversial grouping of extant
crocodylines, G. gangeticus, and T. schlegelii jumped from
+35 to +39. In part, this additional character support
was due to the inclusion of extinct outgroups. These fos-
sil crocodyliform taxa often could be scored for traits that
were highly derived in distant extant outgroups; 42% of
the morphological characters were coded as inapplica-
ble in the exemplar of Aves coded by Brochu (1997). In
many cases, the unique information from fossils estab-
lished or overturned the polarity of character transfor-
mations at the base of Crocodylia. For example, charac-
ter 78, occlusal pattern of dentary teeth, is inapplicable
in modern birds that lack teeth. When only extant taxa
were considered, it was not clear whether occlusion lin-
gual to maxillary teeth (most alligatoroids) or occlusion
in line with maxillary teeth (crocodylines, T. schlegelii,
and G. gangeticus) was primitive. When close outgroups,
such as Hylaeochampsa and Bernissartia, were included,
parsimony reconstructions showed that alligatoroids ex-
pressed the primitive state. In the context of the fossil
evidence, there were three distinct states for character
78, and two transformations in the character were un-
equivocally optimized to the internode that joined extant
crocodylines, T. schlegelii, and G. gangeticus

For the combined matrix of extant and extinct taxa, nu-
merous morphological synapomorphies were assigned
to this internode (e.g., characters 3, 12, 13, 41, 43, 78, 89,
103, 110, 119, 120, 122, 127, 145, 154, 159, and 162). Several
of these characters (13, 41, 120, 122, 127, 154, and 162) are
shared by crocodylines and tomistomines but not gavia-
lines. When only extant taxa were considered, these traits
were equivocally optimized and could be interpreted in
two equally parsimonious ways: (1) as parallel gains in
Crocodylinae and T. schlegelii or (2) as a gain in the com-
mon ancestor of Crocodylinae+ T. schlegelii+G. gangeti-
cus with a subsequent loss in G. gangeticus (Hass et al.,

1992). The placement of key fossils along the stem lin-
eage of Crocodylinae+ T. schlegelii+G. gangeticus made
optimizations of many morphological traits unequivo-
cal and consistent with the second interpretation (Fig. 5).
Thus, within the combined evidence framework, some
of the strong morphological support for Crocodylinae+
T. schlegelii (double decay BS = +15) was reinterpreted
as unequivocal, albeit homoplastic, synapomorphies for
a more inclusive grouping of Crocodylinae+ T. schlegelii
+ G. gangeticus.

The greatest decrease of character support with the ad-
dition of fossils occurred at the G. gangeticus+T. schlegelii
node, a drop in BS of six character steps. For this group,
the conflict from the gross anatomical partition was more
pronounced with fossils (double decay PBS = −9) than
without fossils (PBS = −3; Fig. 4). A more complete
sampling of taxa uncovered additional homoplasy, re-
vealed uncertainties in character optimizations, and ul-
timately overturned hypotheses of homology that were
based solely on the extant biota. Early representatives of
Crocodylia and fossil outgroups had a strong impact on
characters 22, 36, 80, and 88 (Fig. 6). For example, among
extant crocodylians, only T. schlegelii and G. gangeticus
have rectangular dorsal midline osteoderms, as opposed
to the square/equant osteoderms of other taxa (charac-
ter 36). The acquisition of rectangular osteoderms was an
unequivocally optimized synapomorphy for T. schlegelii
+ G. gangeticus in the analysis of extant taxa, but fos-
sils showed that this state was very broadly distributed
among early alligatoroids, a basal crocodyline, and close
outgroups to Crocodylia (Fig. 6). The combined evi-
dence topology implied that square/equant osteoderms
instead were independently derived from rectangular
osteoderms within Alligatoroidea and Crocodylinae.

Improved sampling of Gavialinae and Tomistominae,
taxa with single extant representatives, also influenced
nodal stability. For example, among living crocodylians,
the superior edge of the coronoid slopes strongly anteri-
orly in jacarean alligatoroids, T. schlegelii, and G. gangeti-
cus (character 54). In the analysis of extant taxa, this
condition provided unequivocal support for Jacarea
(Caiman+Melanosuchus) and for T. schlegelii+G. gangeti-
cus, but a fossil gavialine, Gryposuchus colombianus, and
an extinct tomistomine, Gavialosuchus americanus, ex-
press the alternative state, superior edge of coronoid al-
most horizontal (Brochu, 1997). With these additional ob-
servations, the optimization of character 54 was rendered
equivocal at the internode that joined T. schlegelii and G.
gangeticus (Fig. 6).

The fossil taxa had diverse effects. Overall, 10 morpho-
logical traits were interpreted as unequivocal synapo-
morphies for G. gangeticus + T. schlegelii in the analy-
sis of extant taxa. Six of these characters (22, 36, 45, 54,
80, and 145) did not unambiguously support this group
when fossils were included, but three novel morpho-
logical synapomorphies (43, 88, and 95) did emerge in
the simultaneous analysis of extant plus extinct taxa.
These reinterpretations of character evolution reduced
BS for G. gangeticus + T. schlegelii (Figs. 4, 6) and again
showed that assessments of phylogenetic signal, in the
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FIGURE 5. Potential taxic atavisms in gavialines mapped onto the strict consensus tree for the combined matrix. The phylogenetic distributions
of 29 characters are shown. Numbering of characters at the top is from Brochu (1997). E = characters that may be reversals to primitive states
in gavialines, but character optimizations were equivocal. Character states expressed in Gavialis gangeticus that can be interpreted as reversions
to states observed in outgroup taxa are colored purple. Alternative character states are tan, and missing data are light gray. In parsimony
reconstructions, these traits changed on the stem lineage of Crocodylia and reversed back to the primitive condition in gavialines (purple
branches). Character states expressed in G. gangeticus that can be interpreted as reversions to states in hypothetical ancestors along the stem
lineage of Gavialinae + Tomistominae + Crocodylinae are colored blue. Alternative character states are tan, and missing data are light gray.
In parsimony reconstructions, these traits changed on the stem lineage of Gavialinae + Tomistominae + Crocodylinae and reversed back to
the primitive condition in gavialines (blue branches). Dark blue = character state in G. gangeticus that was interpreted as a derivative of the
state expressed in Tomistoma schlegelii (lighter blue) in some optimizations. For each of the 29 taxic atavisms, the character state expressed in G.
gangeticus was gained and/or lost at most three times according to parsimony reconstructions. Seven other characters were consistent with taxic
atavism but implied more complicated patterns of evolution and are not shown (characters 25, 28, 35, 41, 51, 120, and 128). Group membership
is as in Figure 3.
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FIGURE 6. Morphological character support for Tomistominae+Gavialinae in simultaneous analysis. The strict consensus of optimal topolo-
gies for the combined matrix is shown with the phylogenetic distributions of 17 characters. Numbering of characters is from Brochu (1997).
States commonly expressed in tomistomines and gavialines are colored dark green, dark red, light red, or dark rust, alternative states are tan,
and missing data are light gray. Dark green = characters that provided unequivocally optimized synapomorphies for a grouping of Tomistoma
schlegelii and Gavialis gangeticus in the simultaneous analysis of extant taxa but did not unequivocally support this relationship in the combined
analysis of extant plus extinct taxa. Dark red= characters that provided unequivocally optimized synapomorphies for T. schlegelii+G. gangeticus
in the combined evidence analysis with fossils. Light red = character states in G. gangeticus that were interpreted most simply as derivatives of
states expressed in T. schlegelii for the combined analysis with fossils. Dark rust = some of the characters that provided equivocally optimized
synapomorphies for T. schlegelii + G. gangeticus in the combined analysis with fossils. Asterisks mark characters that provided unequivocally
optimized character support for a grouping of T. schlegelii and G. gangeticus in combined analysis whether fossils were considered or not. R =
rostral/jaw character. Silhouettes to the left of species names designate taxa characterized as slender snouted by Brochu (2001). Dashed branches
in the tree show the minimum number of fossil range extensions from the Eocene to the Cretaceous implied by the apical position of Gavialinae
in the combined evidence topology (Brochu, 2003). Higher level groupings of taxa are abbreviated as in Figure 3 and are shown to the right of
species names.
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absence of extinct diversity, can be spurious (Gauthier
et al., 1988).

Hidden phylogenetic signals.—Trueman (1998) showed
that there was a secondary phylogenetic signal in the
morphological data set of Brochu (1997) for the molecu-
lar hypothesis of crocodylian phylogeny (Fig. 1b). Specif-
ically, reverse successive weighting of the morphological
data set for extant ingroup taxa produced the molecular
result, a grouping of G. gangeticus with T. schlegelii. In re-
verse successive weighting, characters that show no ho-
moplasy on minimum-length trees for a data set are dis-
missed. The remaining characters are then reanalyzed to
determine how the deletion of perfectly congruent data
influences systematics results. This procedure is iterated
until no cliques of congruent characters remain. For the
crocodylian morphology matrix, the molecular hypoth-
esis was supported after the first and second rounds of
reverse successive weighting (Trueman, 1998). Trueman
(1998:736) noted that because the secondary morpholog-
ical signal replicated the molecular signal, “it is tempting
to conclude that it is this signal and not the first which
represents the true phylogeny.”

In a subsequent study, this intriguing result was not
stable to different taxon sampling schemes (Brochu,
1999). In particular, reverse successive weighting of the
complete morphological data set of 45 extant plus ex-
tinct ingroup taxa did not reveal the molecular signal.
Based on contrasting results for different subsets of ex-
tinct taxa, Brochu (1999:812) tentatively suggested that
the secondary morphological signal for the molecular hy-
pothesis might be “a result of convergent evolution for a
suite of characters pertaining to snout morphology.”

The inability to detect a secondary signal in some of
these analyses could have been due to absence of the
secondary signal, to deficiencies in the reverse succes-
sive weighting procedure, or to both of these factors.
We therefore utilized an alternative index of secondary
phylogenetic signal, PHBS (Gatesy et al., 1999), which
unlike reverse successive weighting is not based on taxo-
nomic congruence, character cliques, and data removal.
We tested whether there was hidden character support
(Barrett et al., 1991) in the morphological and molecular
data sets for relationships supported by simultaneous
analysis of these data sets and whether this cryptic sup-
port was influenced by the inclusion of extinct taxa (also
see Harshman et al., this issue).

PHBS scores showed that there was extensive hid-
den support in the morphological data set at intern-
odes that contradicted the morphological hypothesis
(Fig. 3b). For the analysis of extant taxa, PHBS from
the gross anatomical evidence was positive for Caiman
monophyly (+2), Crocodylus cataphractus + Osteolaemus
(+1), G. gangeticus + T. schlegelii (+8), and G. gangeticus
+ T. schlegelii+ Crocodylinae (+11). Even stronger sec-
ondary signals were detected in the combined analysis
of extant plus extinct taxa (Fig. 4). With the inclusion of
fossils, PHBS at the G. gangeticus + T. schlegelii node in-
creased by +2, and additional morphological character
support also emerged at the G. gangeticus+ T. schlegelii+
Crocodylinae node (double decay PHBS = +16). BS for

this molecular group was actually higher in the simul-
taneous analysis of morphology and molecules (double
decay BS=+39) than in an analysis of molecular data
alone (BS = +32). PHBS scores indicated that there was
extensive hidden support in the morphological data set
for the total evidence tree in terms of extra character steps
(total double decay PHBS=+27; Fig. 4).

The unlinked DNA sequence data sets also contained
hidden phylogenetic signals. Molecular double decay
PHBS was positive at 6 nodes in the combined evidence
topology (total of +22 character steps with fossils, +21
without fossils) and was most abundant for the grouping
of G. gangeticus and T. schlegelii (double decay PHBS =
+9). The nuDNA and mtDNA data sets supported
G. gangeticus + T. schlegelii in separate analyses, but be-
cause homoplasy in these character partitions and in
the morphological data set conflicted, molecular sup-
port for G. gangeticus + T. schlegelii increased in simul-
taneous analysis of all three data sets (Fig. 4). Hidden
molecular support also emerged for G. gangeticus + T.
schlegelii + Crocodylinae (double decay PHBS = +4)
and for Alligatoroidea (+3), the two basalmost groups
of Crocodylia that delimited the placement of the long
outgroup root.

Evolution of the Longirostrine Narrow-Snouted Condition

Overall, double decay PHBS was positive at 8 of 11
nodes that defined groupings among extant taxa, was
negative at only 1 node, and accounted for 68% of the
double decay BS for relationships among the four ma-
jor clades of Crocodylia (Fig. 4). Perhaps the most strik-
ing aspect of this hidden support was the combined
evidence for G. gangeticus + T. schlegelii. The sum of
BS scores for this relationship in separate analyses of
the nuDNA, mtDNA, and morphological characters was
negative (−1), but in the combined analysis of extant plus
extinct taxa, double decay BS for this relationship was
high (+18; Fig. 4). Within the context of all relevant char-
acters, seven unequivocally optimized morphological
synapomorphies were assigned to the internode that
joined G. gangeticus + T. schlegelii (Fig. 6). Five of seven
hidden synapomorphies were characteristics of the ros-
trum/jaws (Fig. 7), and several involve different aspects
of the narrow-snouted condition. Given our minimum
length trees, characters such as a “V”-shaped splenial
with a deep symphysis (character 43), a surangular spur
that borders the dentary toothrow (61), a linear dentary
(68), and nasals excluded from the external naris (95)
should not be interpreted as adaptive convergences in
gavialines and tomistomines but instead constitute fur-
ther support for a grouping of these taxa (Figs. 6, 7).

Some of the rostral traits have evolved independently
in other narrow-snouted crocodyliformes (Langston,
1973; Clark, 1994; Brochu, 2001) and may be functionally
correlated adaptations for a particular foraging mode
(Langston, 1965; Hecht and Malone, 1972; Buffetaut,
1985). Although T. schlegelii has been observed feed-
ing on large terrestrial mammals (Galdikas and Yeager,
1984; Galdikas, 1985), a narrow, long rostrum generally
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FIGURE 7. The anatomical distributions of characters that unequivocally supported a grouping of Gavialinae and Tomistominae (red circles)
and traits that were consistent with widespread taxic atavism in Gavialinae (purple and blue circles). Character numbers are from Brochu (1997).
Colored branches indicate the placements of character transformations on the combined evidence topology that included fossils (see Figs. 5, 6).

is thought to facilitate the capture and manipulation of
agile aquatic prey (Gans, 1969; Iordansky, 1973). Taylor
(1987:175–176) outlined the possible advantages of this
morphology:

The shape of the head determines the drag exerted by the surround-
ing water during the sideways sweep. The head should therefore be
slender, and particularly shallow in depth, so that the snout presents
minimum cross-sectional area to the oncoming water. . . . Increase of
the length of the snout is beneficial, increasing the speed and magni-
tude of the movement of the terminal portion of the snout for a given
angular excursion of the neck. . . . The narrow snout also minimizes
the tendency for the closing jaws to expel water from the mouth and
so to push prey objects away.

Recently, several authors have argued that such adap-
tive morphological complexes can offer corrupted phy-
logenetic signals and should be eliminated from phy-
logenetic analysis (Hedges and Maxson, 1996; Givnish
and Sytsma, 1998; Luckett and Hong, 1998; Naylor and
Adams, 2001; O’Keefe and Wagner, 2001). McCracken
et al. (1999:707) stressed that “characters that play an
important role in foraging ecology may be particularly
troublesome.” Our combined analysis of extant plus ex-
tinct taxa instead showed that a suite of such traits from
the snout region was highly consistent with indepen-
dent molecular evidence from the mt and nu genomes
(Fig. 6); very few characters from other anatomical re-
gions unequivocally supported a close relationship be-
tween Gavialinae and Tomistominae in simultaneous
analysis (Fig. 7). Because widespread convergent evo-
lution was suspected, snout characters have been ex-
cluded or downweighted in some previous analyses

of crocodylian phylogeny (see discussion in Langston,
1973; Clark, 1994). For the G. gangeticus + T. schlegelii
node, however, these characters provided most of the
relevant morphological signal.

Dollosuchus spenceri, the basalmost tomistomine in the
morphological analysis (Fig. 3b), was placed as the sis-
ter taxon to all other “tomistomines” plus Gavialinae
in the combined evidence analysis (Fig. 3a). Dollosuchus
lacks at least two of the five snout characters that sup-
ported a grouping of G. gangeticus with T. schlegelii, which
in part explains the positioning of Dollosuchus in the
minimum length topologies (Fig. 6). Because “Tomis-
tominae,” as delimited by the morphological analysis,
was paraphyletic in the combined tree, parsimony re-
constructions implied that gavial-specific states for some
characters were derivations of ancestral “tomistomine”
states (Buffetaut, 1985). For example, character 95 de-
scribes the anterior extent of the nasal bones. For “tomis-
tomines” and primitive gavials in the analysis, the nasals
do not contact the external naris, but in more derived
gavials, including G. gangeticus, the nasals do not even
touch the premaxillae (see Fig. 1; Brochu, 1997). When
fossils were excluded from analysis, the different states
in G. gangeticus and T. schlegelii were each equivocally
optimized as uninformative autapomorphies, but in the
combined evidence topology with extinct taxa consid-
ered the state in G. gangeticus was most simply inter-
preted as an accentuation of the primitive “tomistomine”
condition (Fig. 6). Unfortunately, given a lack of phy-
logenetic resolution, hypotheses of character evolution
within the Gavialinae + Tomistominae clade generally
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were ambiguous. For example, a thin wedge-shaped
palatine process (character 118) was equivocally opti-
mized but characterized most “tomistomines” and gavi-
alines (Fig. 6). Improved character and taxon sampling
will be required to assign extinct species, such as Gavialo-
suchus eggenbergensis, to Gavialinae or Tomistominae and
to clarify the evolutionary history of the longirostrine
snout.

The phylogenetic distribution of character states did
show that rostral characters grouping G. gangeticus
with T. schlegelii were not strictly correlated with the
slender-jawed condition or with each other. Some of
these traits (60, 61, 68, and 95) also are expressed in
duck-billed forms, such as Mourasuchus atopus, and in
taxa with more generalized snouts, such as Caiman
crocodilus (Fig. 6). Furthermore, parsimony optimizations
on the combined evidence tree suggested that narrow-
snouted crocodylines, such as Crocodylus cataphractus,
Euthecodon arambourgii, and Crocodylus intermedius, con-
vergently evolved only subsets of the characters shared
by tomistomines and gavialines; C. intermedius lacks the
entire suite of rostral traits (Fig. 6). The jaws of C. in-
termedius and C. cataphractus, in relative terms, are nei-
ther as long nor as narrow as the jaws of most tomis-
tomines and gavialines, and there is a wide range of
variation in rostral shape even among tomistomines
and gavialines (Busbey, 1995; Brochu, 2001). Given this
continuum, it was not surprising that traits associated
with the long, narrow snouted condition were imper-
fectly correlated; no two of the seven anatomical char-
acters that grouped G. gangeticus and T. schlegelii had
identical phylogenetic distributions (Fig. 6). Some of
the characters could be partially dependent, but meth-
ods designed to detect such correlations are based
on null models that might or might not be valid
(Maddison, 1990; Wollenberg and Atchley, 2000; O’Keefe
and Wagner, 2001). Utilization of these procedures as
the basis for differential character weighting schemes
could offer a better understanding of the combined sys-
tematic evidence, but the additional assumptions upon
which these analyses depend are not accepted by many
systematists.

Evolution of Taxic Atavisms in Gavialine Crocodylians

If the combined-evidence tree of extant plus extinct
taxa is taken as the current best estimate of crocodylian
phylogeny, numerous morphological traits that tradi-
tionally were thought to be primitive retentions in gavi-
alines are more simply interpreted as reversals to ances-
tral states, i.e., taxic atavisms (Stiassny, 1992). According
to parsimony reconstructions, minimally 15 morpholog-
ical characters were transformed to a derived state on the
stem lineage of Crocodylia only to later revert back to the
primitive condition at the base of Gavialinae or within
this clade (Fig. 5; purple characters). Seven characters
that grouped G. gangeticus, T. schlegelii, and Crocodylinae
also reversed in gavials to ancestral states that character-
ized more basal nodes in the tree (Fig. 5; blue characters),
and 14 other traits may constitute further evidence of

retrogression in gavials but were equivocally optimized.
These characters contributed the majority of the conflict-
ing evidence in simultaneous analysis (Figs. 4, 5); of the
42 morphological characters that required more steps on
the combined-evidence tree relative to the gross anatom-
ical tree in the WSRT analysis, 32 were consistent with
reversions in Gavialinae to more primitive states.

Analogous examples of taxic atavism have been hy-
pothesized in the literature (e.g., Raikow et al., 1979;
Wyss, 1988), but the pattern in Crocodylia is extreme.
Characteristics of the skull table, braincase, jaws, hy-
oid, osteoderms, ribs, vertebrae, forelimbs, and pelvis
all showed reversals in gavials to states seen in fossil
and living outgroups or basal crocodylians (Fig. 7). Al-
though these atavistic characters, by definition, changed
minimally twice on the combined evidence tree, parsi-
mony reconstructions implied that 16 of the characters
changed only twice (Fig. 5). The conservatism of these
traits, their distribution across a variety of anatomical
regions, and the unified vectors of homoplastic change
on the tree suggested a remarkable series of evolutionary
events.

Heterochrony, in particular paedomorphosis (e.g.,
Kluge, 1989; Vrba et al., 1994), has been implicated as
a mode of evolution that is consistent with wholesale
patterns of atavistic character change, but in our analy-
sis, the phylogenetic transformations of reversed traits
did not track developmental trajectories in many cases
(C. Brochu, pers. comm.; M. Norell, pers. obs.). The
gavial lineage may have lost ancestral traits but may
have retained conserved morphogenic systems that were
then reactivated millions of years later (Stiassny, 1992;
see Whiting et al., 2003, for a possible empirical exam-
ple). From a developmental perspective, this hypothe-
sis would be difficult to test, but a more complete sam-
pling of fossil diversity might clarify the evolutionary
sequence of character reversals at the base of Gavialinae.
The most ancient gavialine genus in the analysis,
Thoracosaurus, appears in the fossil record over 70 mil-
lion years ago (Schwimmer, 1986) and expresses many
of the atavistic character states (Fig. 5). Characters that
grouped gavialines with tomistomines evolved at more
basal nodes in the tree (Fig. 6). Thus, the simplest in-
terpretation is that the shared slender-snouted condition
of G. gangeticus and T. schlegelii was maintained in these
lineages over the entire Cenozoic, despite the radical,
overlapping evolutionary trend in many other aspects
of gavialine anatomy (Fig. 7).

Simultaneous Analysis: Interpretation of Support
and Future Directions

In a recent review of molecules versus morphol-
ogy in systematics, Hillis and Wiens (2000:9–10) noted
that “a few cases of conflict between molecular and
morphology-based phylogenies have defied explana-
tion. . . . Recent estimates of crocodilian phylogeny are
a well-documented example of such conflict. . . . In this
case, it is difficult to determine which data set is mis-
leading and what the true phylogeny of the group may
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be.” In part, we agree with this statement. Morphological
and molecular data sets analyzed here did conflict signif-
icantly, but these character sets were not homogeneous
bodies of evidence, one right and one wrong. Data sets
are composed of many individual characters, and certain
characters in conflicting data sets might agree on phylo-
genetic groupings even though the majority of characters
in the respective data sets disagree (Barrett et al., 1991). In
the combined matrix analyzed here, there was extensive
hidden character support in the morphological data set
for controversial relationships supported by the nuDNA
and mtDNA data sets (Fig. 4). By uniting double decay
analysis (Wilkinson et al., 2000) with PBS and PHBS mea-
sures (Baker and DeSalle, 1997; Gatesy et al., 1999), we
were able to detect this secondary signal within the con-
text of the total evidence.

In the separate analysis of the morphological data,
Gavialinae assumed a basal position in crocodylian phy-
logeny (Fig. 3b), but there was only meager molecu-
lar support for this hypothesis. There were 15 possible
topological resolutions among the major extant lineages
of Crocodylia (Alligatoroidea, Crocodylinae, Gavialinae,
and Tomistominae). For the DNA sequences analyzed
here, only 1 of the 15 topological possibilities fit the
molecular data worse than did the traditional morpho-
logical hypothesis (Fig. 1a). In contrast, the fit of the mor-
phological data set to the molecular hypothesis (Fig. 1b)
implied fewer steps than 7 of the 15 possible trees. The
imbalance of signals within separate data sets translated
into extensive hidden morphological character support
in simultaneous analysis (Fig. 4). There was a strong com-
mon phylogenetic signal for a relatively apical placement
of Gavialinae in the crocodylian tree, a jump of nine in-
ternodes when compared with the morphological hy-
pothesis (Fig. 3a).

Different investigator-defined classes of systematic
data can be very internally heterogeneous in terms of
phylogenetic signal. Therefore, conflict between data
sets, even the significant incongruence evident in this
study, does not necessarily justify indictment of the
combined evidence paradigm (see Kluge, 1989, 1997;
Nixon and Carpenter, 1996) and the deletion of en-
tire classes of characters from phylogenetic analysis, as
other workers have argued (Bull et al., 1993; de Queiroz,
1993; Hedges and Maxson, 1996; Givnish and Sytsma,
1998; Luckett and Hong, 1998; Naylor and Brown, 1998;
McCracken et al., 1999; Naylor and Adams, 2001). When
a conflicting data set is composed of mixed signals, ex-
clusion of that entire data set from phylogenetic analysis
could be analogous to throwing out the baby with the
bath water; many highly consistent characters might be
lost with the deletion of only a few inconsistent ones (Poe,
1996; Siddall, 1997). A melange of phylogenetic signals
within data sets might explain why character support
can increase when significantly conflicting data sets are
merged in simultaneous analysis and why measures of
data set incongruence, such as the ILD test, are not justi-
fied as arbiters of data set combinability (Sullivan, 1996;
Farris, 1997; Siddall, 1997; Gatesy et al., 1999; Yoder et al.,
2001; Baker and Gatesy, 2002).

Numerous authors have argued that congruence
among separate analyses of different data sets should
inspire confidence in phylogenetic results and that such
analyses are a requirement for detecting incongruence
among data sets (e.g., Hillis, 1987; Miyamoto and Fitch,
1995). Separate analyses of individual data sets, however,
ignore hidden character support within data sets that
emerges in combined analysis, and this support can be
substantial (e.g., Gatesy and Arctander, 2000; Fig. 4). Sep-
arate analyses of different character sets are not necessary
to detect conflicts among data sets (Baker and DeSalle,
1997) and can distort interpretations of common charac-
ter support (Gatesy et al., 1999).

Instead, we suggest that the distribution of conflicts/
support among data sets in a comprehensive combined
analysis should be used to assess data set congruence and
to question the strength of support for different clades.
In contrast to a strict total evidence framework in which
character partitions are not considered relevant (Kluge,
1997), our approach acknowledges that certain sets of
characters might be dependent and that it is useful to
track such potentially dependent characters in simulta-
neous phylogenetic analysis. For example, the sequence
alignment of a particular nucleotide in a gene is directly
affected by adjacent nucleotides in that gene (Needleman
and Wunsch, 1970). Thus, strings of bases could be con-
sidered nonindependent at this critical stage of primary
homology assessment. Nucleotides within the same gene
also might be functionally correlated because these bases
encode different interacting parts of the same gene
product (Wheeler and Honeycutt, 1988; Wollenberg and
Atchley, 2000). Relative to unlinked nucleotides, tightly
linked sequences could be more prone to joint transport
across species boundaries (Cronin, 1993), simultaneous
sorting (Pamilo and Nei, 1988), correlated change by one
gene conversion event (Radding, 1982), concurrent du-
plication (Goodman et al., 1979), and a single horizontal
transfer event (Clark et al., 1994). Keeping account of po-
tentially dependent characters in simultaneous analysis
offers the researcher a better understanding of the total
evidence.

Relationships among extant crocodylian species in our
combined trees were robustly supported (Figs. 3a, 4),
but several inconsistencies remained (see 1–5 below). We
contend that such conflicts should be used heuristically to
interpret nodal support, to better understand evolution-
ary patterns, to inspire experimental studies, and to sug-
gest where future systematic work should be directed.

1) Most troubling was the concentrated, hierarchically
distributed homoplasy in the combined evidence tree
(Fig. 5). This remarkable atavistic pattern cannot be ex-
plained by long-branch attraction effects in the mor-
phological data (Felsenstein, 1978) because the pattern
intensified with the inclusion of primitive extinct taxa
from each of the major crocodylian clades (Brochu, 1997,
2003). Ontogenetic studies of putative taxic atavisms are
required to document the developmental trajectories of
these traits, to formulate more detailed character descrip-
tions, and to measure the contribution of heterochronic
change, if any, to the wholesale reversals in Gavialinae.
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The apical position of this taxon in the combined-
evidence tree (Fig. 3a) suggests that the anatomy of the
ancestral gavialine was very different from that implied
by a basal positioning of Gavialinae (Fig. 3b). The extant
species G. gangeticus and T. schlegelii are relicts of ancient
clades, thus it will be critical to sample early represen-
tatives of Gavialinae and Tomistominae to reconstruct
primitive character states for these groups (e.g., Brochu
and Gingerich, 2000; Brochu, 2002). Developmental stud-
ies and the inclusion of more extinct taxa in phylogenetic
analysis will test the transformational hypotheses pre-
sented here (Fig. 5).

2) For parsimony analyses of all DNA sequence data
sets, outgroup taxa joined the ingroup topology at
the longest branch among ingroup taxa. In all cases,
this was the internode that connected Alligatoroidea
to Crocodylinae+ G. gangeticus + T. schlegelii (Fig. 2).
Given the length of the outgroup branch, especially
for the nuDNA, long-branch attraction effects could
have influenced our results (Felsenstein, 1978). Maxi-
mum likelihood analyses of the mtDNA and a combined
mtDNA/nuDNA data set supported the same pattern
of relationships as the parsimony analyses of these data
sets. Relative to the equally weighted cladistic analyses,
50% JK support was slightly reduced for the G. gangeti-
cus + T. schlegelii clade (92% mtDNA, 99% total DNA)
and the Crocodylinae+G. gangeticus+ T. schlegelii clade
(100% mtDNA, 90% total DNA), but gap characters were
not considered evidence by the models utilized in these
analyses. Maximum likelihood analysis of the nuDNA
data set rooted the ingroup topology on the branch that
joined G. gangeticus and T. schlegelii (JK = 59% for G.
gangeticus + T. schlegelii; Fig. 2). Unrooted likelihood
analyses, in which the avian outgroup sequences were
deleted, produced trees that were consistent with previ-
ous molecular results (Fig. 1b); for all DNA data sets, the
internode that connected G. gangeticus + T. schlegelii to
the exclusion of other extant crocodylians was robustly
supported by 100% JK scores.

The effects of outgroup taxon sampling on long-
branch attraction (Felsenstein, 1978), long-branch mis-
placement (Siddall and Whiting, 1999), and rooting of
the crocodylian tree currently are being investigated for
a larger set of nu RAG-1 gene sequences (Pol and Gatesy,
in prep.). However, a simultaneous likelihood analysis
of the entire crocodylian data set, with both molecular
and morphological characters, will be required to prop-
erly assess the influence of different model assumptions
on phylogenetic results.

3) The combined matrix of extant taxa was exception-
ally stable to the random removal of informative char-
acters. Even JK analyses with 90% character removal
yielded >70% recovery of most supported nodes, but
partitioned support measures pointed to potential weak-
nesses in the combined evidence. In particular, the very
high PBS scores for the mtDNA data set, ∼88% of the
total double decay BS for basal relationships, suggested
that much of the character support for the combined ev-
idence topology was due to the three mt genes (Fig. 4).
Analysis of the combined matrix, with the mtDNA data

excluded, favored the traditional morphological hypoth-
esis (Fig. 1a). Because mtDNA is thought to be primar-
ily nonrecombining and maternally inherited, a single
hybridization/introgression event could explain much
of the incongruence between molecular and morpho-
logical data sets in our analysis. All of the mtDNA
characters are potentially nonindependent, so future cor-
roboration from numerous nu loci would bolster our
conclusions. Further nuDNA sequencing is underway
in our and others laboratories (see Harshman et al., this
issue).

4) Several authors have discussed DNA alignment am-
biguity and the potential for nonindependence of adja-
cent indels within the context of crocodylian rDNA se-
quences (Gatesy et al., 1993; Wheeler et al., 1995; Poe,
1996; Lutzoni et al., 2000; White and Densmore, 2001). For
our combined matrix, when gaps were treated as miss-
ing data the double decay BS was lower for G. gangeticus
+ T. schlegelii (decrease of seven extra steps) and for G.
gangeticus + T. schlegelii + Crocodylinae (decrease of six
extra steps), indicating that at least some of the support
at these critical nodes was influenced by indel charac-
ters. Phylogenetic gap weight was scaled in proportion
to gap length for most of our analyses. Alternative se-
quence alignment procedures (e.g., Kjer, 1995; Wheeler,
1996; Lutzoni et al., 2000) and gap coding methods (e.g.,
Simmons and Ochoterena, 2000; Geiger, 2002) could be
used to test the stability of our results to different analysis
assumptions.

5) The combined evidence was inconsistent with the
stratigraphic distributions of many extinct taxa; Thora-
cosaurus, an early gavialine genus, implied the largest
gaps in the fossil record. Minimally seven lineages that
branched before Thoracosaurus must have been present
in the Cretaceous but apparently are not found until
the Eocene (Fig. 6; for quantification of stratigraphic
gaps, see Brochu, 1997, 2003). If the combined evi-
dence topology is accurate, many critical fossils await
discovery. Alternatively, displacement of Thoracosaurus
outside of Crocodylia would temper stratigraphic dis-
crepancies. The shortest tree consistent with this basal
positioning of Thoracosaurus was 13 extra character
steps beyond minimum length and demanded the in-
dependent evolution of several characters in Gavialinae
and in Thoracosarus. At this juncture, paleontologi-
cal fieldwork in Late Cretaceous strata should be a
priority.

CONCLUSIONS

Separate analyses of morphological and molecular
data sets supported strongly conflicting interpretations
of crocodylian phylogeny. Despite these significant dis-
crepancies, simultaneous analysis of all character data,
the combined evidence approach, produced a well-
resolved, robust phylogenetic hypothesis. Calculation of
PHBS scores (Gatesy et al., 1999) within a double de-
cay framework (Wilkinson et al., 2000) showed that ap-
proximately 70% of the character support for controver-
sial groupings was derived from secondary phylogenetic
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signals that emerged with the combination of diverse
data sets (Fig. 4). The hidden support was in part
due to a suite of traits that described the longirostrine
narrow-snouted condition in gavials and false gavials
(Figs. 6, 7).

In the combined analysis of extant plus extinct taxa,
10–15% of the morphological characters showed rever-
sals to the outgroup condition in Gavialinae, and many
other characters reverted to plesiomorphic states char-
acteristic of basal crocodylians (Fig. 5). The concentrated
hierarchical homoplasy from a variety of anatomical re-
gions (Fig. 7) accounted for most of the incongruence
among data sets in simultaneous analysis and many of
the hidden synapomorphies for a grouping of G. gangeti-
cus, T. schlegelii, and crocodylines (Fig. 4). The BS for
this “molecular” clade actually increased with the ad-
dition of the conflicting morphological data set to the
DNA sequences. Given the current database, the lone
extant gavialine, G. gangeticus, is best interpreted as a
secondarily derived, atavistic mimic of outgroup taxa to
Crocodylia and not as the primitive sister group to other
extant crocodylians.
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DUMÉRIL, A. 1806. Zoologie analytique ou methods naturelle de clas-
sification des animaux. Perroneau, Paris.

EERNISSE, D., AND A. KLUGE. 1993. Taxonomic congruence versus total
evidence, and amniote phylogeny inferred from fossils, molecules,
and morphology. Mol. Biol. Evol. 10:1170–1195.

D
ow

nloaded from
 https://academ

ic.oup.com
/sysbio/article/52/3/403/1665199 by guest on 19 April 2024



2003 GATESY ET AL.—COMBINED EVIDENCE PHYLOGENY OF CROCODYLIA 421

FARRIS, J. 1983. The logical basis of phylogenetic analysis. Pages 7–36
in Advances in cladistics, Volume 2 (N. Platnick and V. Funk, eds.).
Columbia Univ. Press, New York.

FARRIS, J. 1997. Combinability vs. congruence. Cladistics 13:170.
(Abstr.)
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FARRIS, J. S., M. KÄLLERSJÖ, A. G. KLUGE, AND C. BULT. 1995. Con-
structing a significance test for incongruence. Syst. Biol. 44:570–572.

FELSENSTEIN, J. 1978. Cases in which parsimony or compatibility meth-
ods will be positively misleading. Syst. Zool. 27:401–410.

FELSENSTEIN, J. 1981. Evolutionary trees from DNA sequences: A max-
imum likelihood approach. J. Mol. Evol. 17:368–376.

FITCH, W. M. 1971. Toward defining the course of evolution: Minimum
change for a specific tree topology. Syst. Zool. 20:406–416.

FROST, D., M. RODRIGUES, T. GRANT, AND T. TITUS. 2001. Phylo-
genetics of the lizard genus Tropidurus (Squamata: Tropiduridae:
Tropidurinae): Direct optimization, descriptive efficiency, and sensi-
tivity analysis of congruence between molecular data and morphol-
ogy. Mol. Phylogenet. Evol. 21:352–371.

GALDIKAS, B. 1985. Crocodile predation on a proboscis monkey in
Borneo. Primates 26:495–496.

GALDIKAS, B., AND C. YEAGER. 1984. Crocodile predation on a crab-
eating macaque in Borneo. Am. J. Primatol. 6:49–51.

GANS, C. 1969. Comments on inertial feeding. Copeia 1969:855–857.
GATESY, J., AND G. D. AMATO. 1992. Sequence similarity of 12S ribo-

somal segment of mitochondrial DNAs of gharial and false gharial.
Copeia 1992:241–244.

GATESY, J., AND P. ARCTANDER. 2000. Hidden morphological sup-
port for the phylogenetic placement of Pseudoryx nghetinhensis with
bovine bovids: A combined analysis of gross anatomical evidence
and DNA sequences from five genes. Syst. Biol. 49:515–538.

GATESY, J., R. DESALLE, AND W. WHEELER. 1993. Alignment-
ambiguous nucleotide sites and the exclusion of systematic data.
Mol. Phylogenet. Evol. 2:152–157.

GATESY, J., P. O’GRADY, AND R. BAKER. 1999. Corroboration among
data sets in simultaneous analysis: Hidden support for phylogenetic
relationships among higher level artiodactyl taxa. Cladistics 15:271–
313.

GAUTHIER, J., A. G. KLUGE, AND T. ROWE. 1988. Amniote phylogeny
and the importance of fossils. Cladistics 4:105–209.

GEIGER, D. 2002. Stretch coding and block coding: Two new strategies to
represent questionably aligned DNA sequences. J. Mol. Evol. 54:191–
199.

GILBERT, D. 1992. SeqApp, version 1.9a. Indiana Univ., Bloomington.
GIRIBET, G., G. EDGECOMBE, AND W. WHEELER. 2001. Arthropod

phylogeny based on eight molecular loci and morphology. Nature
413:157–161.

GIRIBET, G., AND W. WHEELER. 1999. On gaps. Mol. Phlogenet. Evol.
13:132–143.

GIVNISH, T., AND K. SYTSMA. 1998. Homoplasy in molecular ver-
sus morphological data: The likelihood of correct phylogenetic in-
ference. Pages 55–101 in Molecular evolution and adaptive radi-
ation (T. Givnish and K. Sytsma, eds.). Cambridge Univ. Press,
Cambridge, U.K.

GOLDMAN, N. 1993. Statistical tests of models of DNA substitution.
J. Mol. Evol. 36:182–198.

GOODMAN, M., J. CZELUSNIAK, G. MOORE, A. ROMERO, AND G.
MATSUDA. 1979. Fitting the gene lineage into its species lineage,
a parsimony strategy illustrated by cladograms constructed from
globin sequences. Syst. Zool. 28:132–163.

GROTH, J., AND G. BARROWCLOUGH. 1999. Basal divergences in birds
and the phylogenetic utility of the nuclear RAG-1 gene. Mol. Phlo-
genet. Evol. 12:115–123.

HARSHMAN, J., C. J. HUDDLESTON, J. P. BOLLBACK, T. J. PARSONS, AND
M. J. BRAUN. 2003. True and false gharials: A nuclear gene phylogeny
of Crocodylia. Syst. Biol. 52:386–402.

HASS, C. A., M. A. HOFFMAN, L. D. DENSMORE III, AND L. R. MAXSON.
1992. Crocodilian evolution: Insights from immunological data. Mol.
Phylogenet. and Evol. 1:193–201.

HECHT, M., AND B. MALONE. 1972. On the early history of the gavialid
crocodilians. Herpetologica 28:281–284.

HEDGES, S., AND L. MAXSON. 1996. Re: Molecules and morphology in
amniote phylogeny. Mol. Phylogenet. Evol. 6:312–314.

HENDY, M., AND D. PENNY. 1982. Branch and bound algorithms to
determine minimal evolutionary trees. Math. Biosci. 59:277–290.

HILLIS, D. 1987. Molecular versus morphological approaches to sys-
tematics. Annu. Rev. Ecol. Syst. 18:23–42.

HILLIS, D. M., AND J. J. WIENS. 2000. Molecules versus morphology in
systematics. Pages 1–19 in Phylogenetic analysis of morphological
data (J. J. Wiens, ed.). Smithsonian Institution Press, Washington,
D.C.

HOROVITZ, I. 1999. A phylogenetic study of living and fossil
platyrrhines. Am. Mus. Novit. 3269:1–40.

IORDANSKY, N. 1973. The skull of the Crocodilia. Pages 201–260 in
Biology of the Reptilia, Volume 4 (C. Gans and T. Parsons, eds.).
Academic Press, London.

IRWIN, D., T. KOCHER, AND A. WILSON. 1991. Evolution of the cy-
tochrome b gene of mammals. J. Mol. Evol. 32:128–144.

KJER, K. 1995. Use of rRNA secondary structure in phylogenetic stud-
ies to identify homologous positions: An example of alignment
and data presentation from the frogs. Mol. Phylogenet. Evol. 4:314–
330.

KLUGE, A. G. 1989. A concern for evidence and a phylogenetic hypoth-
esis of relationships among Epicrates (Boidae, Serpentes). Syst. Zool.
38:7–25.

KLUGE, A. G. 1997. Testability and the refutation and corroboration of
cladistics hypotheses. Cladistics 13:81–96.

KOCHER, T., W. THOMAS, A. MEYER, S. EDWARDS, S. PÄÄBO, F.
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LUCKETT, W., AND N. HONG. 1998. Phylogenetic relationships between
the orders Artiodactyla and Cetacea: A combined assessment of
morphological and molecular evidence. J. Mammal. Evol. 5:127–
182.

LUTZONI, F., P. WAGNER, V. REEB, AND S. ZOLLER. 2000. Integrating
ambiguously aligned regions of DNA sequences in phylogenetic
analyses without violating positional homology. Syst. Biol. 49:628–
651.

MADDISON, D. R. 1991. The discovery and importance of multiple
islands of most-parsimonious trees. Syst. Zool. 40:315–328.

MADDISON, W. 1990. A method for testing the correlated evolution of
two binary characters: Are gains or losses concentrated on certain
branches of a phylogenetic tree? Evolution 44:539–557.

MADDISON, W. P., M. J. DONOGHUE, AND D. R. MADDISON. 1984. Out-
group analysis and parsimony. Syst. Zool. 33:83–103.

MCCRACKEN, K., J. HARSHMAN, D. MCCLELLAN, AND A. AFTON. 1999.
Data set incongruence and correlated character evolution: An ex-
ample of functional convergence in the hind-limbs of stifftail diving
ducks. Syst. Biol. 48:683–714.

MICKEVICH, M., AND J. FARRIS. 1981. The implications of congruence
in Menidia. Syst. Zool. 30:351–370.

MIYAMOTO, M. M. 1985. Consensus cladograms and general classifi-
cations. Cladistics 1:186–189.

MIYAMOTO, M. M., AND W. M. FITCH. 1995. Testing species phyloge-
nies and phylogenetic methods with congruence. Syst. Biol. 44:64–76.

NAYLOR, G., AND D. ADAMS. 2001. Are the fossil data really at odds
with the molecular data? Morphological evidence for Cetartiodactyla
phylogeny reexamined. Syst. Biol. 50:444–453.

NAYLOR, G. J. P., AND W. M. BROWN. 1998. Amphioxus mitochondrial
DNA, chordate phylogeny, and the limits of inference based on com-
parisons of sequences. Syst. Biol. 47:61–76.

D
ow

nloaded from
 https://academ

ic.oup.com
/sysbio/article/52/3/403/1665199 by guest on 19 April 2024



422 SYSTEMATIC BIOLOGY VOL. 52

NEEDLEMAN, S., AND C. WUNSCH. 1970. A general method applicable
to the search for similarities in the amino acid sequences of two
proteins. J. Mol. Biol. 48:443–453.

NIXON, K., AND J. CARPENTER. 1993. On outgroups. Cladistics 9: 413–
426.

NIXON, K., AND J. CARPENTER. 1996. On simultaneous analysis. Cladis-
tics 12:221–241.

NORELL, M. A. 1989. The higher level relationships of the extant
Crocodylia. J. Herpetol. 23:325–335.

NORELL, M., AND J. CLARK. 1990. A reanalysis of Bernissartia fagesii,
with comments on its phylogenetic position and its bearing on the
origin and diagnosis of the Eusuchia. Bull. Inst. R. Sci. Nat. Belg.
60:115–128.

NOVACEK, M. J. 1992. Fossils, topologies, missing data, and the higher
level phylogeny of eutherian mammals. Syst. Biol. 41:58–73.

O’KEEFE, F. R., AND P. J. WAGNER. 2001. Inferring and testing hypothe-
ses of cladistic character dependence by using character compatibil-
ity. Syst. Biol. 50:657–675.

O’LEARY, M. 1999. Parsimony analysis of total evidence from extinct
and extant taxa and the cetacean–artiodactyl question (Mammalia,
Ungulata). Cladistics 15:315–330.

O’LEARY, M., AND J. GEISLER. 1999. The position of Cetacea within
Mammalia: Phylogenetic analysis of morphological data from extinct
and extant taxa. Syst. Biol. 48:455–490.

OLMSTEAD, R. G., AND J. A. SWEERE. 1994. Combining data in phy-
logenetic systematics: An empirical approach using three molecular
data sets in the Solanaceae. Syst. Biol. 43:467–481.

PAMILO, P., AND M. NEI. 1988. Relationships between gene trees and
species trees. Mol. Biol. Evol. 5:568–583.

PATTERSON, C. 1982. Morphological characters and homology. Pages
21–74 in Problems of phylogenetic reconstruction (A. Joysey and A.
Friday, eds.). Academic Press, London.

PENNY, D., AND M. HENDY. 1986. Estimating the reliability of evolu-
tionary trees. Mol. Biol. Evol. 3:403–417.

PHILLIPS, A., D. JANIES, AND W. WHEELER. 2000. Multiple sequence
alignment in phylogenetic analysis. Mol. Phylogenet. Evol. 16:317–
330.

POE, S. 1996. Data set incongruence and the phylogeny of crocodilians.
Syst. Biol. 45:393–414.

POSADA, D., AND K. CRANDALL. 1998. Modeltest: Testing the model of
DNA substitution. Bioinformatics 14:817–818.

RADDING, C. 1982. Strand transfer in homologous genetic recombina-
tion. Annu. Rev. Genet. 16:405–437.

RAIKOW, R., S. BORECKY, AND S. BERMAN. 1979. The evolutionary re-
establishment of a lost ancestral muscle in the bowerbird assemblage.
Condor 81:203–206.

SCHUH, R., AND J. POLHEMUS. 1980. Analysis of taxonomic congruence
among morphological, ecological, and biogeographic data sets for
the Leptopodomorpha (Hemiptera). Syst. Zool. 30:309–325.

SCHWIMMER, D. 1986. Late Cretaceous fossils from the Blufftown For-
mation (Campanian) in western Georgia. Mosasaur 3:109–123.

SHAFFER, H. B., P. MEYLAN, AND M. L. MCKNIGHT. 1997. Tests of tur-
tle phylogeny: Molecular, morphological, and paleontological ap-
proaches. Syst. Biol. 46:235–268.

SIDDALL, M. E. 1997. Prior agreement: Arbitration or arbitrary? Syst.
Biol. 46:765–769.

SIDDALL, M. 2001. On the cladistic use of riboprinting. Cladistics
17:290–297.

SIDDALL, M., AND M. WHITING. 1999. Long-branch abstractions.
Cladistics 15:9–24.

SIMMONS, M., AND H. OCHOTERENA. 2000. Gaps as characters in
sequence-based phylogenetic analyses. Syst. Biol. 49:369–381.

SIMON, C. 1991. Molecular systematics at the species boundary: Ex-
ploiting conserved and variable regions of the mt genome of animals
via direct sequencing from amplified DNA. Pages 33–71 in Molecular
techniques in taxonomy, NATO ASI series, Volume H57 (G. Hewitt,
A. Johnston, and J. Young, eds.). Springer-Verlag, Berlin.

STIASSNY, M. 1992. Atavisms, phylogenetic character reversals, and the
origin of evolutionary novelties. Neth. J. Zool. 42:260–276.

SULLIVAN, J. 1996. Combining data with different distributions of
among-site rate variation. Syst. Biol. 45:375–380.

SWOFFORD, D. L. 1993. PAUP: Phylogenetic analysis using parsimony,
version 3.1.1. Illinois Natural History Survey, Champaign.

SWOFFORD, D. L. 1998. PAUP*: Phylogenetic analysis using par-
simony (*and other methods), version 4. Sinauer, Sunderland,
Massachusetts.

SWOFFORD, D. L., AND G. OLSEN. 1990. Phylogeny reconstruction.
Pages 411–501 in Molecular systematics (D. M. Hillis and C. Moritz,
eds.). Sinauer Sunderland, Massachusetts.

TARSITANO, S., E. FREY, AND J. RIESS. 1989. The evolution of the
Crocodilia: A conflict between morphological and biochemical data.
Am. Zool. 29:843–856.

TAYLOR, M. 1987. How tetrapods feed in water: A functional analysis
paradigm. Zool. J. Linn. Soc. 91:171–195.

TEMPLETON, A. 1983. Phylogenetic inference from restriction endonu-
clease cleavage site maps with particular reference to the evolution
of humans and the apes. Evolution 37:221–244.

TRUEMAN, J. W. H. 1998. Reverse successive weighting. Syst. Biol.
47:733–737.

VRBA, E., R. VAISNYS, J. GATESY, K. WEI, AND R. DESALLE. 1994. Anal-
ysis of paedomorphosis using allometric characters: The example of
Reduncini antelopes (Bovidae, Mammalia). Syst. Biol. 43:92–116.

WHEELER, W. 1990. Nucleic acid sequence phylogeny and random out-
groups. Cladistics 6:363–368.

WHEELER, W. C. 1995. Sequence alignment, parameter sensitivity, and
the phylogenetic analysis of sequence data. Syst. Biol. 44:321–331.

WHEELER, W. 1996. Optimization alignment: The end of multiple se-
quence alignment in phylogenetics? Cladistics 12:1–9.

WHEELER, W., AND D. GLADSTEIN. 1994. MALIGN: A multiple se-
quence alignment program. J. Hered. 85:417–418.

WHEELER, W., J. GATESY, AND R. DESALLE. 1995. Elision: A method
for accommodating multiple molecular sequence alignments with
alignment-ambiguous sites. Mol. Phylogenet. Evol. 4:1–9.

WHEELER, W., AND R. HONEYCUTT. 1988. Paired sequence differences in
ribosomal RNAs: Evolutionary and phylogenetic implications. Mol.
Biol. Evol. 5:90–96.

WHELAN, S., AND N. GOLDMAN. 1999. Distributions of statistics used
for the comparison of models of sequence evolution in phylogenetics.
Mol. Biol. Evol. 16:1292–1299.

WHITE, P. S., AND L. D. DENSMORE III. 2001. DNA sequence align-
ments and data analysis methods: Their effect on the recovery of
crocodylian relationships. Pages 29–37 in Crocodilian biology and
evolution (G. C. Grigg, F. Seebacher, and C. E. Franklin, eds.). Surrey
Beatty and Sons, Chipping Norton, New South Wales, Australia.

WHITING, M., S. BRADLER, AND T. MAXWELL. 2003. Loss and recovery
of wings in stick insects. Nature 421:264–267.

WILKINSON, M., J. THORLEY, AND P. UPCHURCH. 2000. A chain is no
stronger than its weakest link: Double decay analysis of phylogenetic
hypotheses. Syst. Biol. 49:754–776.

WOLLENBERG, K., AND W. ATCHLEY. 2000. Separation of phylo-
genetic and functional associations in biological sequences by
using the parametric bootstrap. Proc. Natl. Acad. Sci. USA 97:3288–
3291.

WYSS, A. 1988. On retrogression in the evolution of the Phocinae and
phylogenetic affinities of the monk seals. Am. Mus. Novit. 2924:1–
38.

YODER, A. D., J. A. IRWIN, AND B. A. PAYSEUR. 2001. Failure of the ILD
to determine data combinability for slow loris phylogeny. Syst. Biol.
50:408–424.

First submitted 7 September 2002; reviews returned 25 November 2002;
final acceptance 9 February 2003

Associate Editor: Allan Baker

D
ow

nloaded from
 https://academ

ic.oup.com
/sysbio/article/52/3/403/1665199 by guest on 19 April 2024


