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ABSTRACT. While knowledge of the fauna of California’s ephemeral wetlands has lagged behind that of the flora, recent work
has revealed extraordinarily diverse and highly endemic communities. Two recent surveys of crustaceans have shown a
number of important attributes of these systems. 1) Species richness and species composition differ among habitat types. 2)
Not all pools in an area contain all the same species. 3) Some species are widespread while others are found rarely. 4) Many
species are undescribed and little is known of their requirements. 5) Large ephemeral lakes are richer than many permanent
lakes. 6) Some populations of restricted species have low genetic variability. 7) The co-occurrence of congeners is common.
Several factors may be involved in producing this unexpected richness, including high primary productivity, reduced preda-
tion, and habitat heterogeneity. However, while some of these factors apply to some pools, they are not sufficient to explain
the richness of all pool types. Those factors which do apply to all pools and are potentially the most interesting are produced
by the effects of the ephemerality and unpredictability of the system on life history evolution. These attributes of California’s
ephemeral wetlands, along with their rapid loss, have numerous implications for the conservation of biodiversity in these
systems.

CITATION: Pages 107-118 in: C.W. Witham, E.T. Bauder, D. Belk, W.R. Ferren Jr., and R. Ornduff (Editors). Ecology,
Conservation, and Management of Vernal Pool Ecosystems – Proceedings from a 1996 Conference. California Native Plant
Society, Sacramento, CA. 1998.

INTRODUCTION

The varied California landscape has endowed the state with an
array of habitats rivaled by few places on earth. Among these
are the ephemeral wetlands, the focus of this symposium. These
wetlands encompass a variety of types and exhibit a broad range
of characteristics. They range from wet mountain meadows to
mima mound pools and playas. They can be alkaline, neutral,
or saline, they may fill in winter or summer and they differ in
size and duration. They do, however, share three attributes. They
are patchy in space, discontinuous in time, and disappearing.
These attributes contribute to their substantial biodiversity, but
also to their loss.

Botanists have long appreciated these unique wetlands and have
documented a highly diverse and largely endemic flora whose
distribution patterns are in part associated with the physical/
chemical nature of the different pool types (Hoover, 1937; Hol-
land and Jain, 1981; Holland, 1986). They have subsequently
been able to document losses of this diversity as the habitats
have been reduced. Currently 15 plant species associated with
California’s ephemeral wetlands have been listed as endangered
(Federal Register, 1991; 1992; 1993a; 1993b). While zoolo-
gists lagged behind for some time, recent reports are beginning
to reveal a similar pattern of diversity and endemism. As infor-
mation about the richness of the faunal communities grows, so

does the associated list of species at risk. Currently seven ephem-
eral pool invertebrates are listed (Federal Register, 1980; 1993a;
1994; 1997).

As we continue this line of inquiry, we need to enhance our
understanding of the ecology and dynamics of ephemeral wet-
land systems. To do this, we need to explore the relationships
between community structure and geological and floristic in-
fluences and to anticipate how these relationships might be dis-
rupted by human intervention. Such inquiries may allow us not
only to understand the evolution of these systems, but also to
predict the effects of habitat loss and to investigate approaches
for conservation and management.

In this paper, I summarize two studies involving California
ephemeral pool fauna with an emphasis on crustaceans
(Simovich et al., 1993; Simovich et al., 1995; King et al., 1996).
While limited in geographic and taxonomic scope, these are, to
my knowledge, the most extensive data sets on California
ephemeral pool fauna available at this time. I also discuss some
of the factors potentially responsible for shaping these commu-
nities. Finally, I relate the findings to implications for manage-
ment and conservation. In the following paper, Jamie King will
use one of these data sets in a model projecting extinction rates
for California’s vernal pool fauna (King, 1998).
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SURVEY METHODS

The first study was conducted in the spring of 1992. Fourteen
ephemeral wetland sites along a 300 km stretch of the PGE/
PGT gas pipeline corridor through northern and central Cali-
fornia were surveyed (Figure 1) (Simovich et al., 1993; King et
al., 1996). The pipeline was originally buried in 1960 and its
alignment did not take into account the presence of wetlands. A
total of 58 pools were visited three times during the rainy sea-
son between February and May (although some dried out be-
fore May). During each visit, physical and chemical pool at-
tributes were recorded, and aquatic invertebrates were quanti-
tatively sampled and vouchered. Organisms in the samples were
identified by taxonomic specialists and counted. Physical/chemi-
cal site characteristics were determined and compared. Within
pool and within site species richness was determined. Individual
species distributions and number of pool and site occurrences
for each species were established (see Simovich et al., 1993
and King et al., 1996 for methodological and curatorial details
and for site characteristics). Crustacean taxonomists included:
Brenda Hann (cladocerans), Janet Reid (copepods), Claire Carter
and Richard Forester (ostracods), and ourselves, cross-checked
by Denton Belk and Michael Fugate (branchiopods).

A second survey using similar protocols was performed in 1994
in coastal southern California (Simovich et al., 1995). This sur-

FIGURE 1. Map of the North/Central survey sites.

vey was a more finely scaled study of a single area, the 23,000
acres of Naval Air Station Miramar (NASM) in San Diego
County. A total of 70 pools were visited three or more times
between February and April. Although limited in area, this con-
stitutes a large scale sampling of the remaining coastal south-
ern pools. Most of the pools in Orange and Los Angeles Coun-
ties are gone and 97% of the pools in San Diego County have
been lost (Bauder and Wier, 1990). Of the remaining pools,
80% are thought to be on NASM. This project also included
physiological, life history, and genetic studies on two species
of anostracans endemic to the area (Davies, 1996; Gonzalez et
al., 1996; Hathaway and Simovich, 1996; Simovich and
Hathaway, 1997; Davies et al., 1997). Taxonomists were the
same except for Clayton Ham (ostracods).

SUMMARY OF RESULTS

Site Characteristics

The 14 northern and central sites included four habitat types
(according to Holland, 1986) (Table 1). The most northern site,
Fall River, falls into the northern transmontane vernal pool clas-
sification. These are small pools in a wet mountain meadow at
an elevation of 1100 m. They are shallow and have low concen-
trations of solutes (TDS = total dissolved solutes) and low tur-
bidity. The remainder of the pools are in the Central Valley at
an elevation of about 100 m. Three sites, Manton Plain, Dales
Plain, and Tuscan Buttes include northern Sacramento Valley
volcanic mudflow vernal pools. These are scattered medium to
large pools with volcanic boulders and a lush flora of aquatic
plants and algae. They are clear, low in solutes, deep, and long-
lived (4 to 6 months). The nine sites between Red Bluff and
Allendale consist of Sacramento Valley hardpan vernal pools.
They occur in complexes of numerous medium to very small
pools in mima mound grasslands. They are clear, low in sol-
utes, shallow, and short-lived (1 to 3 months). The last site, the
Jepson Prairie, has some small pools, but in the year we sampled
consisted mostly of a few very large, windswept, extremely tur-
bid playas, called Sacramento Valley claypan vernal pools. These
are high in solutes, deep, very long lived, and generally devoid
of emergent vascular plants (see King et al., 1996 for details).

The southern survey included only San Diego Mesa hardpan
pools (Holland, 1986). These pools are generally mima mound
type and found in complexes on the mesa tops. They are mostly
very shallow to shallow (< 0.25m) and extremely short lived (a
few days to a few weeks) (Bauder, 1987; Zedler, 1987; Bauder
and Wier, 1990). A few pools can be up to a meter deep and
hold water well over two months, but these usually have been
artificially enhanced (berm, run-off from freeway). Most are
clear and include floating and emergent flora, but a few highly
disturbed pools are quite turbid. All are very similar and unre-
markable chemically with very low TDS. Of the 70 pools, 66
contained animals and this number is used in calculations.
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Site Habitat Type
Number of

Species
Number of

Pools
Northern
     Fall River Northern Transmontane 14 3

Central
     Manton Plain Northern Sacramento Volcanic Mud Flow 22 3
     Dales Plain Northern Sacramento Volcanic Mud Flow 39 3
     Tuscan Buttes Northern Sacramento Volcanic Mud Flow 27 2
     Red Bluff Sacramento Valley Hardpan 19 7
     Coyote Creek Sacramento Valley Hardpan 18 3
     Truckee Creek Sacramento Valley Hardpan 9 6
     Thomas Creek Sacramento Valley Hardpan 21 10
     Corning Sacramento Valley Hardpan 17 8
     Hall Creek Sacramento Valley Hardpan 5 2
     Stony Creek Sacramento Valley Hardpan 11 3
     Wilson Creek Sacramento Valley Hardpan 14 3
     Allendale Sacramento Valley Hardpan 14 2
     Jepson Prairie Sacramento Valley Claypan 28 3

Southern
     NAS Miramar San Diego Mesa Hardpan 27 66

TABLE 1. Habitat types, number of crustacean species, and number of pools for sites over both surveys.

Species Richness

Faunal richness is amazingly high. The northern and central
sites include 67 species of crustaceans (8 large branchiopods,
18 cladocerans, 17 copepods and 24 ostracods) (Table 2), 60 to
100 species of insects and various mollusks, platyhelminths,
annelids and amphibians. For the crustaceans, the taxonomic
experts consider 30 (43%) to be probably or possibly new,
undescribed species. Due to the paucity of published references,
it is hard to say exactly, but it seems that 35 species have not
been previously reported for California. Some species are wide-
spread and occur in permanent waters as well. However, many
species are rare and exhibit restricted distributions along the
transect. Eighteen species (27%) occur in only a single pool
and 27 species (40%) at only a single site. If we include the
potentially new species, 34 of the 67 species appear to be en-
demic to California (King et al., 1996).

Pools within a habitat type are most similar in terms of species
composition, but pools within a particular site are not necessar-
ily most similar to each other. Species richness varied between
sites from a low of 4 at Hall Creek to a high of 39 at Dales Plain
(Table 1). The hardpan and northern transmontane pools were
less rich than the volcanic mudflow and claypan ones.

The species richness of individual pools varied from a low of 1
to a high of 27 and averaged 9.6 across all 58 pools. Within a
site, not all pools contained all species found at that site. Thus,

the richness of a site is greater than the richness of any given
pool. Species richness was positively correlated with pool depth
(r2=0.584) and with pool maximum surface area (r2=0.300), both
indicators of duration. The large vernal lakes were particularly
rich (Dales Lake = 24, Dales Potholes = 27, Olcott Lake = 25);
however, some species were only found in smaller pools. The
richness of these vernal lakes is comparable to or higher than
that seen for the same taxonomic groups in permanent lakes
(see King et al., 1996 for review). Furthermore, the richness of
pools disturbed by the installation of the pipeline was lower
than that of nearby undisturbed pools, even after 32 years of
recovery time (Simovich et al., 1993).

Congeneric species co-occurred at high frequency at the sites
surveyed. Fifty-five percent of the pools included at least one
pair of congeners. This included various combinations of spe-
cies belonging to three genera of cladocerans, two genera of
copepods and four genera of ostracods. The long-lived vernal
lakes had the most co-occurrences with four pairs found in Olcott
Lake. The Dales Plain site had nine sets of congeners including
three sets in Dales Lake and five sets in Dales Potholes includ-
ing a trio. In most cases our sampling regime could not deter-
mine any obvious patterns of spatial or temporal partitioning
among congeners (Simovich et al., 1993).

The southern pools were rich as well (Simovich et al., 1995). A
total of 27 species of crustaceans were identified, including 3
large branchiopods, 8 cladocerans, 3 copepods and 13 ostra-
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Species
# Pools
All Sites

Number
of Sites

Species (continued)
# Pools
All Sites

Number
of Sites

Large Branchiopods (8) Copopoda (continued)
   Branchinecta conservatio 3 1    Diacyclops crassicaudis var. 16 7
   Branchinecta dissimilis 1 1          brachycercus
   Branchinecta lynchi 24 6    Diacyclops navus (Cy) 2 2
   Linderiella occidentalis 7 3    Diacyclops sp. A (Cy) 36 9
   Lepidurus packardi 9 4    Eucyclops elegans (Cy) 4 4
   Lepidurus sp. A 3 1    Hesperodiaptomus caducus (Ca) 1 1
   Cyzicus californicus 3 1    Hesperodiaptomus eiseni (Ca) 12 5
   Lynceus brachyurus 7 3    Hesperodiaptomus hirsutus (Ca) 3 1

   Leptodiaptomus tyrreli (Ca) 21 9
Cladercera (18)    Microcyclops rubellus (Cy) 2 1
   Alona cf. davidi 1 1    Skistodiaptomus pallidus (Ca) 1 1
   Alona cf. setulosa 2 2
   Alona sp. A 2 2 Ostracoda (24)
   Alona sp. B 1 1    Bradleystrandesia reticulata 49 14
   Camptocercus sp. A 1 1    Candona caudata 11 6
   Ceriodaphnia reticulata 7 5    Candona cf. C. stagnalis 1 1
   Chydorus cf. sphaericus 4 3    Candona n. sp. C 5 4
   Daphnia cf. middendorffiana 4 2    Candona n. sp. D 8 5
   Daphnia cf. pulex 11 7    Candona sp. A 3 2
   Diaphanosoma cf. birgei 3 1    Cypridopsis vidua 3 3
   Dunhevedia crassa 2 1    Cypris subglobosa 1 1
   Leydigia leydigi 2 2    Eucypris sp. A 3 2
   Macrothrix hirsuticornis 26 12    Eucypris s.l. sp. A 23 11
   Moina cf. micrura 10 7    Eucypris s.l. sp. B 9 5
   Pleuroxus aduncus 1 1    Eucypris virens media 18 11
   Pleuroxus sp. A 1 1    Heterocypris aff. H. carolinensis 5 4
   Simocephalus sp. A 33 12    Heterocypris aff. H. rotundatus 16 7
   Simocephalus vetulus 9 7    Heterocypris incongruencs 1 1

   Limnocythere aff. paraornata 1 1
Copepoda (17)    Limnocythere posterolimba 14 7
   Acanthrocyclops caroliniaus (Cy) 41 12    Limnocythere c.f. sanctipatricii 1 1
   Acanthrocyclops vernalis (Cy) 3 1    Limnocythere sp. B 16 10
   Aglaodiatomus forbesi (Ca) 1 1    Megalocypris sp. 5 3
   Attheyella sp. A (Ha) 8 5    Pelocypris aff. P. albomaculata 3 2
   Bryocamptus washingtonensis (Ha) 1 1    Potamocypris sp. A 6 5
   Canthocamptus robertcokeri (Ha) 1 1    Unknown species D 3 1
   Canthocamptus sp. A (Ha) 1 1    Unknown species G 1 1

Cy = Cyclopoid, Ca = Calanoid, Ha = Harpacticoid

cods (Table 3). Species richness for individual pools ranged
from 2 to 22 .

Within the southern pools, some species were wide-spread while
others were not. The rarest species occurred in only one pool,
while the most common was found in 94% of the pools. While
such an extensive survey would be less likely to find species in
only one pool, 18% of the species occurred in less than 25% of

the pools. Again, nearby pools are not necessarily most similar
and pools next to one another did not always contain all of the
same species. There was no clear relationship between pool
size and diversity; however, it must be noted that the larger pools
have been artificially enhanced (by berms or run-off from free-
ways). Species diversity peaked about four weeks after filling.
In longer-lived pools, many species present early in the season
were missing later.

TABLE 2. Species occurrence for the North/Central survey.
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Species Number
of Pools

Percent
of Pools

Large Branchiopods
   Branchinecta sandiegonensis 53 80%
   Branchinecta lindahli 2 3%
   Strpetocephalus woottoni 1 2%

Cladercerans
   Macrothrix hirsuticornis 55 83%
   Ceriodaphnia dubia 42 64%
   Moina micrura 43 65%
   Alona cf. diaphana 32 48%
   Daphnia rosia 10 15%
   Daphnia magna 2 3%
   Simocephalus sp. 25 38%
   Scapholebris cf. rammneri 7 11%

Copepods
   Hesperodiaptomus franciscanus (Ca) 10 15%
   Acanthocyclops vernalis (Cy) 62 94%
   Acanthocyclops robustus (Cy) 44 67%

Ostracods
   Cypris sp. 1 45 68%
   Cypris sp. 2 48 73%
   Cypris sp. 3 55 83%
   Cypris pubera 61 92%
   Cypridopsis vidua 13 20%
   Cypria pustulosa 11 17%
   Prioncypris sp. 22 33%
   Herpetocypris sp. 6 9%
   Cypriconcha sp. 13 20%
   Limnocythere glypta 24 36%
   Cypris virens 15 23%
   Potamocypris sp. 22 33%
   Ostracod N 2 3%

Cy = Cyclopoid,   Ca = Calanoid

Congeneric associations were again common; for example, 65%
of the pools contained two species of the copepod genus
Acanthocyclops. For the ostracod genus Cypris, 92% of the pools
had more than one species and 55% had four species of this
genus (Simovich et al., 1995).

Comparison of Studies

As the scope of the two studies was quite different, direct com-
parisons are difficult to make. However, some trends are evi-
dent. A comparison of the north/central and southern surveys
reveals almost no similarity in species composition. No large
branchiopods, only 2 to 3 cladocerans, and a single copepod
species are shared. We have not compared ostracods because
different taxonomists did the identifications.

Across both studies, habitats differ in species richness and com-
position. The volcanic mudflow and claypan pools were the
most diverse. The San Diego hardpan sites had more species
than any of the Sacramento Valley hardpan sites (and more spe-
cies than were found in a previous study of a portion of the
same area [Balko and Ebert, 1984]). The between-habitat dif-
ferences can be most easily seen for the large branchiopods
(Table 4). Each habitat type has a different array of species.
Only one species (Lepidurus packardi) was found in more than
one of the four habitats sampled along the north/central transect
(although it is also found elsewhere). Also, each habitat had a
different anostracan. In the shallow hardpan pools for example,
the quickly developing branchinectids dominate. Branchinecta
lynchi was found in the Central Valley while its sister species,
B. sandiegonensis, was found in the south. Alternatively, the
longer-lived claypans and volcanic mudflow pools had three
species in three different orders including a more slowly devel-
oping tadpole shrimp (L. packardi), a clam shrimp, and a fairy
shrimp. Most of the large branchiopods are California endemics
and several are federally listed as threatened or endangered.

A closer look at the Southern California anostracans is infor-
mative as well. One of the three species in the southern survey,
Branchinecta lindahli, is considered a weedy species found in
a variety of habitats through the western states (Eng et al., 1990).
In this area, it is found in only two highly disturbed pools. The
second species, Streptocephalus woottoni, was found in only a
single pool. This is a local endemic and an endangered species
(Eng et al., 1990; Simovich and Fugate, 1992; Federal Regis-
ter, 1993a) found in only a few pools in southern California
and in Baja California, Mexico (Brown et al., 1993). It is rela-
tively slow to mature (> 30 days), a feature which may be in-
volved in its restriction to deeper, more long lived pools
(Hathaway and Simovich, 1996). The third species, Branchi-
necta sandiegonensis, is found in most pools. It is seemingly a
very narrow endemic and is found only in San Diego County
and just over the border in northern Baja California, Mexico,
on the extension of the same mesa system (Fugate, 1992;

TABLE 3. Species occurrence for the southern California (NASM)
survey.

Simovich and Fugate, 1992). This more rapidly developing spe-
cies is found in very shallow (<0.10m) as well as deeper pools.
Where it is found with S. woottoni, the two do not overlap as
adults (Hathaway and Simovich, 1996). Neither of the two
endemics is tolerant of high solutes (Gonzalez et al., 1996),
and both hatch best at low temperatures and poorly or not at all
above 25oC (Hathaway and Simovich, 1996). These conditions
may be involved in their absence from the desert pools and
playas to the east where other more widely distributed
anostracans are found, e.g. Branchinecta mackini, Branchinecta
gigas, Streptocephalus dorothae and Thamnocephalus platy-
urus, (Eng et al., 1990; Simovich and Fugate, 1992; pers.
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Habitat Type Species Order
Northern Transmontane Lepidurus sp.

Branchinecta dissimilis
Notostraca
Anostraca

Northern Sacramento
Volcanic Mud Flow

Lepiduris packardi*+
Linderiella occidentalis*

Lynceus brachyurus

Notostraca
Anostraca

Laevicaudata

Sacramento Valley Hardpan Branchinecta lynchi*+ Anostraca

Sacramento Valley Claypan Lepidurus packardi*+
Branchinecta conservatio*+

Cyzicus californicus*

Notostraca
Anostraca

Spinicaudata

San Diego Mesa Hardpan Branchinecta sandiegonensis*+
Branchinecta lindahli

Streptocephalus woottoni*+

Anostraca
Anostraca
Anostraca

observ.). While there is a large amount of good data indicating
that the distributions of anostracans are influenced by habitat
characteristics (see Eng et al., 1990 for review; Gonzalez et al.,
1996) this information is not available for most other ephem-
eral pool crustaceans, most obviously the undescribed ones.

On a genetic note, an associated study involving allozyme analy-
sis of 10 populations of B. sandiegonensis across San Diego
County reveals very low genetic variability (P

95
= 0 to 45.5%)

and a high degree of structuring (Fst = up to 0.889 over 36 km)
in this very restricted species (Davies, 1996; Davies et al., 1997).
Importantly, larger pools and pools with larger populations do
not necessarily have higher levels of genetic variability. The
largest pool sampled had very little variability (P= 9.1%) and a
medium size pool with very high density of individuals had
none. Furthermore, 35% percent of the polymorphic loci over
all populations are not in Hardy-Weinberg equilibrium, and al-
lele frequencies and alleles present varied between years within
the same pool (Davies, 1996). The low level of variability may
be attributable to founders effects enhanced by the incomplete
hatching of dormant cysts (Moorad and Simovich, unpublished
data). In another paper in this volume, Michael Fugate addresses
in detail, gene flow and speciation in this genus and its implica-
tions for conservation (Fugate, 1998).

DISCUSSION

The data from these surveys only begin to unfold a picture of
the faunal communities of California’s ephemeral wetlands. This
picture is one of high diversity and endemism which, in large
part, parallels that of the geological/floristic habitat types. This
high diversity over a large scale is doubtless the product of two
major factors. The first factor is the spatially patchy nature of
the distribution of pools that restricts gene flow, and is thought

to facilitate speciation (Holland and Jain, 1981; Fugate, 1992;
King, 1996; Fugate, 1977; 1998). The second factor is the ex-
tensive variety of physical and chemical conditions presented
by the various pool types (e.g. duration, solutes, temperature),
as these would be expected to promote specialization and
thereby differentiation. The influence of these physical factors
can be seen in the anostracan physiology and life history stud-
ies which are associated with these surveys, as well as those
which have been done for other California species (see Eng et
al., 1990; Gonzalez et al., 1996; Hathaway and Simovich, 1996;
Simovich and Hathaway, 1997).

It is informative to contrast the situation in California with that
in the prairie states. Sublette and Sublette (1967) sampled in-
vertebrates from 23 playas across a large portion of Texas and
New Mexico. They found 14 species of crustaceans but a dif-
ferent balance of taxa; 13 large branchiopods and 1 ostracod.
All of these are wide-spread species found across the prairie
states, and congeners frequently co-occurred. In an ephemeral
stream system in Alberta, Canada, Retallack and Clifford (1980)
found 58 species over the range of taxa in our studies, (10 large
branchiopods, 26 cladocerans, 13 copepods and 9 ostracods).
These species were not ones with restricted distributions, and
several congeners co-occurred. Thus, while these other ephem-
eral systems have high diversity and co-occurrence of species
in the same genus, they are not characterized by the endemism
seen in California. This difference may be due, in part, to the
spatial distribution of pools and to the availability of vectors
for dispersal. In California, pools often occur in complexes or
clusters. Dispersal between complexes is probably accom-
plished, in large part, by the movements of birds which have
eaten gravid invertebrates. Thus, the distribution of vernal pool
animals is patchy and restricted. The prairies by contrast form a
large, vegetatively fairly homogeneous area that is more con-

TABLE 4. Large branchiopod associations over habitat types in both surveys. * = California endemics and + = federally listed as threatened or
endangered.
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ducive to dispersal via large herds of grazers and avian migra-
tory routes, and more recently via agriculture.

On a smaller scale, we are left with further patterns to decipher.
For example: why are some pools more diverse than others (e.g.
large vs. small), and why are these ephemeral and often unpre-
dictable habitats exhibiting richness which parallels or surpasses
that of permanent wetlands? There are several, non-mutually
exclusive hypotheses to explore relative to these questions.

Q. Why are some pools more diverse than others?

Duration/Developmental Time: It is conceivable that short-du-
ration pools have fewer species because they lack the more
slowly developing species which the longer-lived pools can
accommodate. This does in fact seem to be the case for some
taxa in some habitats (Hammer and Sawchyn, 1968; Retallack
and Clifford, 1980; Hamer and Appleton, 1991; Simovich and
Fugate, 1992; Hathaway and Simovich, 1996) and may help to
explain the restriction of more slowly developing large bran-
chiopod species to larger or longer-lived pools. It is not how-
ever, sufficient to explain things from the opposite perspective;
for example, why are some species found only in small, shal-
low pools?

Duration/Niche Overlap: Long-lived pools might allow similar
species to co-exist if differences in developmental time reduced
temporal overlap of similar/competing life cycle stages. This
offset development has been seen in some groups (Hammer
and Sawchyn, 1968; Retallack and Clifford, 1980; Mura, 1991)
and in this case may help to explain why the rapidly developing
Branchinecta lynchi can coexist with the more slowly develop-
ing B. conservatio (pools in the northern area but not on the
transect, pers. observ.; Eng et al., 1990) or, why the anostracans
B. sandiegonensis and S. woottoni can coexist in the southern
pools (Hathaway and Simovich, 1996). Again, however, this is
not a sufficient explanation in itself for all species or all pools.
First, at least at the level of our sampling, adults of most conge-
neric pairs (except some anostracans) were found to coexist
and were often found together in more than one sampling pe-
riod. Second, this hypothesis requires competition to be involved
and as yet, we have no direct evidence for competition in these
pools.

Pool Size/Habitat Heterogeneity: Large pools may provide more
niches for more species if they also provide a more heteroge-
neous habitat (Williams, 1964; Daborn, 1975; Hamer and
Appelton, 1991; Thiery, 1991). However, when large pools are
compared to one another this hypothesis becomes less appli-
cable. For example, the volcanic mudflow pools offer a very
heterogeneous habitat of boulders, diverse floating and emer-
gent plants etc., yet they exhibit species diversity roughly equiva-
lent to the claypans, which are largely devoid of physical struc-
ture or macroflora. Furthermore, at the generic level, there was

little evidence of spatial partitioning between congeners within
the sampling regime used. It is possible that structure within
the faunal community exists, however, a more fine-scale sam-
pling regime may be needed in order to discern it.

Size/“Area Per Se”: In an analogy to oceanic islands, larger
pools may simply be a larger target for dispersing propagules
and have a higher extinction/colonization equilibrium (Preston,
1960; 1962; MacArthur and Wilson, 1963; 1967). Although
tempting, this hypothesis also has a major shortcoming in this
case due to its requirement of constant and random coloniza-
tion by propagules. There is good evidence for the passive dis-
persal of cysts via birds and grazing animals (Maguire, 1963;
Proctor et al., 1967; Krapu, 1974; Saunders et al., 1993; Reid
and Reed, 1994) and this must surely happen as the crustaceans
have no active means of dispersal. The frequency of successful
long distance colonizations however, may be a fairly rare oc-
currence as recent population genetic studies indicate levels of
gene flow to be quite low (Hebert, 1974; Boileau and Hebert,
1988; Crease et al., 1990; Havel et al., 1990; Fugate, 1992;
Davies, 1996; Davies et al., 1997; King, 1996). Also, larger
pools tend to be more widely spread than small pools which
occur in complexes, possibly allowing for more frequent local
colonization. Again, of itself, this explanation is not sufficient.

Thus, it seems plausible from the information available to date
that we need to invoke a pluralistic explanation for some of the
patterns of species richness and genetic diversity in ephemeral
pool faunal communities. There may well be multiple reasons
why some pools are more diverse than others. Different factors
or combinations of factors may be the dominant forces in dif-
ferent types of pools, in different geographical or climatic re-
gions, or in different years. While such pluralistic, “it all de-
pends” explanations are not satisfying to many, a more precise
understanding awaits the availability of more data.

Q. How do some ephemeral lakes support richer faunal com-
munities than permanent lakes, despite their lack of stratifica-
tion and the periodic complete loss of all non-dormant aquatic
life cycle stages? (See King et al., 1996 for a review of crusta-
cean diversity of ephemeral and permanent lakes.)

Predation: While predators have been shown to allow the coex-
istence of competing species in other systems by reducing den-
sities (Brooks and Dodson, 1965; Paine, 1966; Dodson, 1975;
Boucher et al., 1982; Paine, 1984; Morin, 1987), the potential
role of predation in ephemeral wetlands may be quite complex.
Some groups, such as the anostracans, are thought to be re-
stricted to ephemeral (or hypersaline) wetlands because their
lack of fish provides them with an “enemy-free space” (sensu
Fryer, 1986). However, ephemeral wetlands are not always com-
pletely devoid of predators. At least in the later stages of the
pools, insect predators abound and in some pools salamander
and spadefoot toad larvae are present. Along the northern
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transect, there is evidence that the California Tiger Salamander
(Ambystoma tigrinum) is facilitating crustacean species coex-
istence at the Jepson Prairie (Morin, 1987). However, this hy-
pothesis is not globally applicable to ephemeral pools. First,
predation can conceivably both increase and decrease diver-
sity. In order to increase it, competition must be present (which
we have yet to show for these systems). Second, some pools
have high predation and some do not. In the north, only a small
portion of the pools have salamander larvae. While Spadefoot
Toad tadpoles do eat anostracans (Simovich et al. 1991), in these
studies they occurred only in a few pools in the southern area.
Third, relative to the quickly developing species, reproduction
may be largely complete before predation pressure is signifi-
cant. The predators, amphibian or insect, must be laid as eggs
in the pools by adults finding them after they form. They only
then begin their development. The crustaceans, in the pools as
cysts, get a head start. In arctic pools, while insect predation
has an effect, early cohorts of Daphnia are considered likely to
escape (Wilson and Hebert, 1993). In temperate pools which
are frequently quite short lived, the net effect of predation may
be very weak and its role in determining species richness un-
certain.

Non-Limited Resources: It is generally thought that ephemeral
pools are highly productive and may not be resource-limited
during the relatively short life cycle of most crustacean inhab-
itants (Hutchinson, 1937; Fryer, 1957; Cole, 1966; Hartland-
Rowe, 1972; Belk, 1977; Wiggins et al., 1980; McLachlan, 1981;
Nikolaeva and Vekhov, 1985; Thiery, 1991; Brendonck and
Persoone, 1993). Active populations may always be below the
carrying capacity of the pools (Belk, 1977; Wiggins et al., 1980).
If so, then the relaxation of competition may allow more exten-
sive niche overlap than is possible in permanent lakes by re-
ducing or negating competitive exclusion. This may well apply
to all ephemeral pools.

Ephemerality/“Intermediate Disturbance”: Because of the
ephemerality of these systems, it is tempting to invoke a ver-
sion of the intermediate disturbance hypothesis. However, dis-
turbance is not really applicable here. The habitat is not dis-
turbed, but temporally truncated. Thus, a version of the “com-
petition interruption hypothesis” (Thiery, 1982) may be more
applicable. In this case, habitat ephemerality and unpredictability
of duration has selected for species with rapid development and
reproduction. In many years, pools may not persist long enough
for competition to be a problem. Even in high rainfall years
when pools persist for some time, and are still very productive,
we frequently see many crustacean taxa reproduce and disap-
pear before the pool dries. The selective pressure for fast devel-
opment and a compact life history may make competition for
resources in these systems moot. Again, more data are needed.

Storage Effect/Variable Environment: Numerous recent papers
have advanced the notion that diversity (at the community or

population genetic level) can be maintained in a variable envi-
ronment (e.g. Herbet and Crease, 1980; Chesson and Warner,
1981; Chesson, 1983; Lynch, 1983; Weider, 1985; Hann and
Herbet, 1986; Carvalho and Crisp, 1987; Lynch, 1987; Chesson
and Huntly, 1989; Ellner and Hairston, 1994; Hairston et al.,
1996; Wilson and Herbet, 1992). Some, but not all, of the re-
quirements of these models are met in ephemeral pool systems.
The first is a variable environment. Pool longevity is affected
by precipitation. Some smaller pools may last for a few months
one season and only a few days the next, or may fill and dry
within a season. The second is that generations overlap, pro-
viding storage of individuals in some life cycle stage. Many
ephemeral pool organisms produce desiccation resistant eggs
or cysts which survive the dry portion of the cycle. Further-
more, not all cysts hatch when first hydrated, producing a hedge
against years when the pools dry before maturity is reached
(Brendonck, 1996; Simovich and Hathaway, 1997). The third
is that recruitment of types varies relative to environmental varia-
tion. In low rainfall years, rapidly developing forms would be
expected to experience higher recruitment than those slower to
mature while both would survive longer wet cycles. The lack
of reproduction in a year would not eliminate a species from a
pool, as cysts would still be available to hatch in the next fill-
ing. The fourth requirement however, competition, is one for
which we have little evidence in ephemeral pools other than
those in the arctic (Wilson and Hebert, 1993).

Thus, the high faunal diversity of California pools may con-
ceivably be due to a combination of rich resources and com-
pacted life histories which may negate the need to invoke com-
petition- or equilibrium-based hypotheses (Wiens, 1977; Huston,
1979; sensu “the paradox of the plankton,” Hutchinson, 1941;
1961) and to a patchy, variable habitat in which propagules are
stored. Obviously, more studies targeting the role of competi-
tion, predation, and other factors are needed. However, while
we are only beginning to put together a picture of the structure
and dynamics of California’s ephemeral wetland communities,
a few things are certain. These communities are rich, largely
endemic, and their habitats are rapidly disappearing.

California’s ephemeral wetlands are unique and complex sys-
tems, and they are vanishing. We should look not only to the
vanishing biodiversity of the rainforests but to our own back-
yard, where we are losing species we never knew we had.

IMPLICATIONS FOR CONSERVATION AND MANAGEMENT

Several implications for conservation can be gleaned from these
studies. Most point to the need for a more detailed understand-
ing of these systems.

1) The physical/chemical properties of the ephemeral habitat
are involved in species distributions by merit of their influence
on physiological tolerance and life history evolution. These
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habitat dimensions are many and at this time, poorly under-
stood for most species. The result is that it will be very difficult
to “create” habitat once lost, or recreate habitat after a distur-
bance. While created/recreated pools hold water, they may not
contain all or any of the original species. This is an important
consideration when making decisions about potential mitiga-
tion. Data on the tolerance limits and requirements of more
species are needed.

2) Pools of different habitat types differ in species richness and
composition. To preserve biodiversity it is necessary to pre-
serve many pool types, not just the most aesthetically pleasing
ones or those in areas not conducive to development or agricul-
ture. It is also not appropriate to use the preservation of pools
of one type as mitigation for another type, or to say pools in
one place may be destroyed because there are more elsewhere.
This can result in a net species loss.

3) Pools of the same type, and pools adjacent to one another
can differ in species composition. Therefore, preserving a few
pools at a site while destroying others can result in net species
loss.

4) Some species are rare. The loss of just a few pools may re-
sult in the loss of some of these species. Focusing on preserv-
ing only pools of “highest quality,” if that is defined as highest
richness, while admirable, will not preserve all species. More
data are needed on the distributions of previously unknown
species.

5) The fact that some pools may have large numbers of crusta-
ceans, does not imply high genetic diversity in those popula-
tions. If all individuals in a large population are genetically simi-
lar, evolutionarily, the situation is like having only a few indi-
viduals. We cannot always presuppose large effective popula-
tion sizes from numbers of individuals. This is particularly evi-
dent in the southern pools, where very low genetic variability
in anostracan populations indicates substantial drift effects.
Thus, a dense pool is not necessarily a healthy pool in the long
run. This is particularly a problem if habitat fragmentation cuts
off previously existing sources of gene flow and results in fur-
ther reductions of genetic variability and evolutionary poten-
tial.

6) Pools differ not only in species composition, but also in terms
of intraspecific genetic variability. This makes the choice of
inoculum for creation, recreation, or restoration efforts a deli-
cate and complex issue, and one which will necessitate indi-
vidual solutions based on analysis of local genetic structure and
community composition.

7) Some species develop quickly, reproduce and are gone be-
fore pools dry (at least in wet years). Sampling a pool once a

year, or only in one year, may not produce an accurate species
list for a pool or area.

8) Many species are undescribed. This makes the use of taxo-
nomic specialists a must, and the comparison of vouchers be-
tween projects highly advisable.

9) Our knowledge of the distributions, life histories and require-
ments of most ephemeral pool species is sorely lacking. Much
more work is needed if we are to distinguish between the vari-
ous potential forces affecting and shaping the communities of
different habitat types.

10) We currently have no understanding of what a viable popu-
lation is relative to vernal fauna. This makes the establishment
of “criteria for success” for mitigation, especially in the few
years of monitoring usually required by agencies, extremely
chancy.

ACKNOWLEDGMENTS

I would like to thank Mike Wells, Denton Belk, Julie Kline and
Jake Moorad for help with the manuscript and presentation. I
would particularly like to thank my co-authors on the studies
summarized in this paper, Jamie King, Richard Brusca, Michel
Boudrias, Stacie Hathaway, Richard Gonzalez, Jeff Drazen,
Brent Bauer and Cathleen Davies. This work was funded in
part by the Department of Defense, the Nature Conservancy,
Bechtel Corporation and the University of San Diego.

LITERATURE CITED

Balko, M.L. and T.A. Ebert. 1984. Zooplankton distribution in vernal
pools of Kearny Mesa, San Diego, Calfornia. Pages 76-89 in: S.
Jain and P. Moyle (Editors). Vernal Pools and Intermittent Streams.
Institute of Ecology Publication #28, University of California,
Davis, CA.

Bauder, E.T. 1987. Species assortment along a small-scale gradient in
San Diego vernal pools. Ph.D. Dissertation. University of
California, Davis, CA. 275 pp.

Bauder, E. and H. Wier. 1990. Vernal pool management plan Naval
Air Station Miramar. Report prepared by Michael Brandman
Associates, San Diego, for Miramar Engineering Field Division.

Belk, D. 1977. Evolution of egg size strategies in fairy shrimps.
Southwestern Naturalist 22:99-105.

Boileau, M.G. and P.D.N. Hebert. 1988. Genetic differentiation of
freshwater pond copepods at arctic sites. Hydrobiologia 167/
168:393-400.

Boucher, D.H., S. James, and K.H. Keeler. 1982. The ecology of
mutualism. Annual Review Ecology and Systematics 13:315-347.

Brendonck, L. 1996. Diapause, quiescence, hatching requirements:
what we can learn from large freshwater branchiopods (Crustacea:
Branchiopoda: Anostraca, Notostraca, Conchostraca). Pages 85-



116

MARIE A. SIMOVICH

97 in: V.R. Alekseev and G. Fryer (Editors). Diapause in the
Crustacea. Kluwer Academic Publishers, Belgium.

Brendonck, L. and G. Persoone. 1993. Biological/ecological
characteristics of large branchiopods from endorheic regions and
consequences for their use in cyst-based toxicity tests. Pages 7-35
in: A.M.V.M. Soares and P. Carlow (Editors). Progress in
Standardization of Aquatic Toxicity Tests. Lewis Publishers, USA.

Brooks, J.L. and S.I. Dodson. 1965. Predation, body size and
composition of the plankton. Science 150:28-35.

Brown, J.W., H.A. Wier, and D. Belk. 1993. New records of fairy
shrimp (Crustacea: Anostraca) from Baja California, Mexico.
Southwestern Naturalist 38:389-390.

Carvalho, G.R. and D.J. Crisp. 1987. The clonal ecology of Daphnia
magna (Crustacea: Cladocera), 1. Temporal changes in the clonal
structure of a natural population. Journal of Animal Ecology
56:453-468.

Chesson, P.L. 1983. Coexistance of competitors in a stochastic
environment: The storage effect. Pages 188-198 in: H.I. Freeman
and C. Strobeck (Editors). Population Biology (Lecture Notes in
Biomathematics 52). Springer-Verlag, New York, NY.

Chesson, P.L. and N. Huntly. 1989. Short-term instabilities and long-
term community dynamics.Trends in Research in Evolution and
Ecology 4:293-298.

Chesson, P.L. and R.R. Warner. 1981. Environmental variability
promotes coexistence in lottery competitive systems. American
Naturalist 117:923-943.

Cole, G.A. 1966. Contrasts among calanoid copepods from permanent
and temporary ponds in Arizona. American Midland Naturalist
76: 351-368.

Crease, T.J., M. Lynch and K. Spitze. 1990. Hierarchical analysis of
population genetic variation in mitochondrial and nuclear genes
of Daphnia pulex. Molecular Biology and Evolution 7:444-458.

Daborn, G.R. 1975. The argillotrophic lake system. Verhandlungen
der internationalen Vereinigung fur theoretische und angewandte
Limnologie 19:580-588.

Davies, C.P. 1996. Population genetic sturcture in a California endemic
branchiopod Branchinecta sandiegonensis. M.S. Thesis. University
of San Diego. San Diego, CA. 83 pp. + appendices.

Davies, C.P., M.A. Simovich and S.A. Hathaway. 1997. Population
genetic structure of a California endemic branchiopod,
Branchinecta sandiegonensis. Hydrobiologia (in press).

Dodson, S.I. 1975. Predation rates of zooplankton in arctic ponds.
Limnology and Oceanography 20:426-433.

Ellner, S., and N.G. Hairston, Jr. 1994. Role of overlapping generations
in maintaining genetic variation in a fluctuating environment.
American Naturalist 143:403-417.

Eng, L.L., D. Belk and C.H. Eriksen. 1990. California Anostraca:
Distribution, habitat, and status. Journal of Crustacean Biology
10:247-277.

Federal Register. 1980. Endangered and threatened wildlife and plants;
listing the delta green ground beetle as a threatened species with
critical habitat. Federal Register 45(155):52807-52810.

Federal Register. 1991. Endangered and threatened wildlife and plants;
determination of endangered status for three plants, Blennosperma

bakeri (Sonoma sunshine or Baker’s stickyseed), Lasthenia burkei
(Burke’s goldfields) and Limnanthes vinculans (Sebastopol
meadowfoam). Federal Register 56(231):61173-61182.

Federal Register. 1992. Endangered and threatened wildlife and plants;
determination of endangered status for the plant Limnanthes
floccosa ssp. californica (Butte County Meadowfoam). Federal
Register 57(110):24192-24199.

Federal Register. 1993a. Endangered and threatened wildlife and plants;
determination of endangered status for three vernal pool plants
and the Riverside fairy shrimp. Federal Register 58(147):41384-
41392.

Federal Register. 1993b. Endangered and threatened wildlife and plants;
proposed endangered status for four plants and proposed threatened
status for four plants from vernal pools in the Central Valley of
California. Federal Register 58(149):41700-41708.

Federal Register. 1994. Endangered and threatened wildlife and plants;
determination of endangered status for the Conservancy fairy
shrimp, longhorn fairy shrimp, and the vernal pool tadpole shrimp;
and threatened status for the vernal pool fairy shrimp. Federal
Register. 59(180):48136-48153.

Federal Register. 1997. Endangered and threatened wildlife and plants;
determination of endangered status for the San Diego fairy shrimp.
Federal Register 62(22):4925-4939.

Fryer, G. 1957. The food of some freshwater cyclopoid copepods and
its ecological significance. Journal of Animal Ecology 26:263-
286.

Fryer, G. 1986. Enemy-free space: a new name for an ancient ecological
concept. Biological Journal of the Linnean Society 27:287-292.

Fugate, M.L. 1992. Speciation in the fairy shrimp genus Branchinecta
(Crustacea: Anostraca) from North America. Ph.D. dissertation,
University of California, Riverside, CA. 188 pp.

Fugate, M.L. 1997. Branchinecta of North America: population
structure and its implications for conservation practice. Pages 140-
146 in: C.W. Witham, E.T. Bauder, D. Belk, W.R. Ferren Jr., and
R. Ornduff (Editors). Ecology, Conservation, and Management of
Vernal Pool Ecosystems – Proceedings from a 1996 Conference.
California Native Plant Society, Sacramento, CA.

Gonzalez, R.J., J. Drazen, S. Hathaway, B. Bauer, and M. Simovich.
1996. Physiological correlates of water chemistry requirements in
fairy shrimps (Anostraca) from Southern California. Journal of
Crustacean Biology 16:286-293.

Hairston, N.G. Jr., S. Ellner, and C.M. Kearns. 1996. Overlapping
generations: the storage effect and the maintenance of biotic
diversity. Pages 109-145 in: O.E. Rhodes, Jr., R.K. Chresser and
M.H. Smith (Editors). Spatial and temporal aspects of population
processes. University of Chicago Press. Chicago, IL.

Hamer, M.L. and C.C. Appleton. 1991. Life history adaptations of
phyllopods in response to predators, vegetation, and habitat
duration in north-eastern Natal. Hydrobiologia 212:105-116.

Hammer, U.T. and W.W. Sawchyn. 1968. Seasonal succession and
congeneric associations of Diaptomus spp. (Copepoda) in some
Saskatchewan ponds. Limnology and Oceanography 13:476-484.

Hann, B.J. and P.D.N. Hebert. 1986. Genetic variation and population
differentiation in species of Simocephalus (Cladocera, Daphniidae).



117

CRUSTACEAN BIODIVERSITY AND ENDEMISM IN CALIFORNIA’S EPHEMERAL WETLANDS

Canadian Journal of Zoology 64:2246-2256.
Hartland-Rowe, R. 1972. The limnology of temporary waters and the

ecology of Euphyllopoda. Pages 15-31 in: R.B. Clark and R.J.
Wootton (Editors). Essays in Hydrobiology. University of Exeter
Press, Exeter, England.

Hathaway, S.A., and M.A. Simovich. 1996. Some factors affecting
the distribution and co-occurence of two Southern California
anostracans (Branchiopoda): Branchinecta sandiegonensis and
Streptocephalus woottoni. Journal of Crustacean Biology 16: 669-
677.

Havel, J.E., P.D.N. Hebert and L.D. Delorme. 1990. Genetics of sexual
Ostracoda from a low Arctic site. Journal of Evolutionary Biology
3:65-84.

Hebert, P.D.N. 1974. Enzyme variability in natural populations of
Daphnia magna, 1. Population structure in East Anglia. Evolution
28:546-556.

Hebert, P.D.N. and T.J. Crease. 1980. Clonal coexistence in Daphnia
pulex (Leydig): Another planktonic paradox. Science 207:1363-
1365.

Holland, R.F. 1986. Preliminary descriptions of the terrestrial natural
communities of California. Report, State of California Department
of Fish and Game, Sacramento, CA.

Holland, R.F. and S.K. Jain. 1981. Insular biogeography of vernal
pools in the Central Valley of California. American Naturalist
117:24-37.

Hoover, R.F. 1937. Endemism in the flora of the Great Valley of
California. Ph.D. Dissertation, University of California.

Huston, M. 1979. A general hypothesis of species diversity. American
Naturalist 113:81-101.

Hutchinson, G.E. 1937. A contribution to the limnology of arid regions.
Transactions of the Connecticut Academy of Arts and Sciences
33:47-132.

Hutchinson, G.E. 1941. Ecological aspects of succession in natural
populations. American Naturalist 75:406-418.

Hutchinson, G.E. 1961. Paradox of the plankton. American Naturalist
95:137-145.

Krapu, G.L. 1974. Foods of breeding pintails in North Dakota. Journal
of Wildlife Management 38:408-417.

King, J.L. 1998. Loss of diversity as a consequence of habitat
destruction in California vernal pools. Pages 119-123 in: C.W.
Witham, E.T. Bauder, D. Belk, W.R. Ferren Jr., and R. Ornduff
(Editors). Ecology, Conservation, and Management of Vernal Pool
Eco-systems – Proceedings from a 1996 Conference. California
Native Plant Society, Sacramento, CA.

King, J.L. 1996. The evolution of diversity in ephemeral pool
crustaceans: from genes to communities. Ph.D. Dissertation.
University of California, Davis, CA.

King, J.L., M.A. Simovich and R.C. Brusca. 1996. Species richness,
endemism and ecology of crustacean assemblages in northern
California vernal pools. Hydrobiologia 328:85-116.

Lynch, M., 1983. Ecological genetics of Daphnia pulex. Evolution
37:358-374.

Lynch, M. 1987. The consequences of fluctuating selection for isozyme
polymorphisms in Daphnia. Genetics 115:657-669.

MacArthur, R.H. and E.O. Wilson. 1967. The Theory of Island
Biogeography. Princeton University Press, Princeton, NJ.

MacArthur, R.H. and E.O. Wilson. 1963. An equilibrium theory of
insular zoogeography. Evolution 17: 373-387.

Maguire, B. 1963. The passive dispersal of small aquatic organisms
and their colonization of isolated bodies of water. Ecological
Monographs 33:161-185.

McLachlan, A.J. 1981. Food sources and foraging tactics in tropical
rain pools. Zoological Journal of the Linnean Society 71:265-277.

Morin, P.J. 1987. Salamander predation, prey facilitation, and seasonal
succession in microcrustacean communities. Pages 174-188 in:
W.C. Kerfoot and A. Sih (Editors). Predation. Direct and Indirect
Impacts on Aquatic Communities. University Press of New
England, Hanover, NH.

Mura, G., 1991. Life history and interspecies relationships of
Chirocephalus diaphanus Prevost and Tanymaxtix stagnalis (L.),
(Crustacea, Anostraca) inhabiting a group of mountain ponds in
Latium, Italy. Hydrobiologia 212:45-59.

Nikolaeva, N.V. and N.V. Vekhov. 1985. Ecology of phyllopod
crustaceans (Crustacea, Anostraca) of floodplain bodies of water
in southern Yamal. Soviet Journal of Ecology 15:271-276.

Paine, R.T. 1966. Food web complexity and species diversity. American
Naturalist 100:65-75.

Paine, R.T. 1984. Ecological determinism in the competition for space.
Ecology 65:1339-1348.

Preston, F.W. 1960. Time and space and the variation of species.
Ecology 41:611-627.

Preston, F.W. 1962. The canonical distribution of commonness and
rarity, parts 1 and 2. Ecology 43:185-215, 410-432.

Proctor, V.W., C.R. Malone and V.L. DeVlaming. 1967. Dispersal of
aquatic organisms: Viability of disseminules recovered from the
intestinal tract of captive killdeer. Ecology 48:672-676.

Reid, J.W. and E.B. Reed. 1994. First records of two neotropical species
of Mesocyclops (Copepoda) from Yukon Territory: Cases of passive
dispersal? Arctic 47:80-87.

Retallack, J.T. and H.F. Clifford. 1980. Periodicity of crustaceans in a
saline prairie stream of Alberta, Canada. American Midland
Naturalist 103:123-132.

Saunders, J.F., D. Belk and R. Dufford. 1993. Persistence of
Branchinecta paludosa in southern Wyoming, with notes on
zoogeography. Journal of Crustacean Biology 13:184-189.

Simovich, M. A., C.A. Sassaman and A. Chovnick. 1991. Post-mating
selection of hybrid toads (Scaphiopus multiplicatus and Scaphiopus
bombifrons). Proceedings of the San Diego Natural Society of
Natural History 5:1-6.

Simovich, M.A. and M. Fugate. 1992. Branchiopod diversity in San
Diego, County, California, U.S.A. Transactions of the Western
Section of the Wildlife Society 28:6-14.

Simovich, M.A., J.L. King, and R.C. Brusca. 1993. Invertebrate survey:
PGT-PGE pipeline expansion project. Unpublished report to
Bechtel Corporation, San Francisco, CA.

Simovich, M.A., M. Boudrias, and R. Gonzalez. 1995. Vernal Pool
Faunal Survey: Naval Air Station Miramar. Report to the
Department of Defense, Natural Resources Branch, Department



118

MARIE A. SIMOVICH

of the Navy, Southwest Division, Naval Facilities Engineering
Command, San Diego, CA. 156 pp. + appendices.

Simovich, M.A. and S.A. Hathaway. 1997. Diversified Bet-hedging
as a productive strategy of some ephemeral pool anostracans
(Branchiopoda). Journal of Crustacean Biology 17:38-44.

Sublette, J.E. and M.S. Sublette. 1967. The limnology of playa lakes
of the Llano Estacado, New Mexico and Texas. Southwestern
Naturalist 12:369-406.

Thiery, A. 1991. Multispecies coexistence of branchiopods (Anostraca,
Notostraca and Spinicaudata) in temporary ponds of Chaouia plain
(western Morocco): Sympatry or syntopy between usually
allopatric species. Hydrobiologia 212:117-136.

Thiery, R. 1982. Environmental instability and community diversity.
Biological Review 57:671-710.

Weider, L.J. 1985. Spatial and temporal genetic heterogeneity in a
natural Daphnia population. Journal of Plankton Research 7:101-
123.

Wiens, J.A. 1977. On competition and variable environments. American
Scientist 65:590-597.

Wiggins, G.B., R.J. Mackay and I.M. Smith. 1980. Evolutionary and
ecological strategies of animals in annual temporary pools. Archives
of Hydrobiology Supplement 58:97-206.

Williams, C.B. 1964. Patterns in the Balance of Nature and Related
Problems in Quantitative Ecology. Academic Press, New York, NY.

Wilson, C.C. and P.D.N. Hebert. 1992. The maintenance of taxon
diversity in an asexual assemblage: An experimental analysis.
Ecology 73:1462-1472.

Wilson, C.C. and P.D.N. Hebert. 1993. Impact of copepod predation
on distribution patterns of Daphnia pulex clones. Limnology and
Oceanography 38:1304-1310.

Zedler, P.H., 1987. The ecology of southern California vernal pools: A
community profile. Biological Report 85(7.11), National Wetlands
Research Center, U.S. Fish and Wildlife Service.


