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ABSTRACT. Studies on the vector-host interactions of Culex pipiens complex mosquitoes by sequencing
portions of mitochondrial cytochrome b gene indicate that Cx. p. pipiens f. pipiens predominantly feed on
avian hosts (93.1%), and focus feeding activity on several key bird species, in particular the American robin,
the gray catbird, and the house sparrow in Connecticut. However, Cx. p. quinquefasciatus indiscriminately
feed on both birds and mammals. Culex p. quinquefasciatus in Harris County - Texas and southern California
acquired 39.1% and 88.2% of bloodmeals from birds, respectively. Mammalian-derived bloodmeals
constituted 52.5% and 9.6% in the two regions, respectively. The most frequent avian hosts for this mosquito
species in the southwestern U.S. were the mourning dove, the white-winged dove, the house sparrow and the
house finch. Humans infrequently served as the source of bloodmeals for Cx. p. pipiens and Cx. p.
quinquefasciatus. Microsatellite analysis of mosquitoes from Chicago, Illinois showed that Cx. p. pipiens f.
pipiens with mammalian- derived bloodmeals had significantly higher ancestry and proportion of hybrids
from Cx. p. pipiens f. molestus than did those with avian-derived bloodmeals.
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INTRODUCTION

The Culex pipiens complex in North America
consists of Cx. p. pipiens (L.) form pipiens, Cx. p.
pipiens f. molestus, Cx. p. quinquefasciatus Say,
and hybrids between Cx. p. pipiens f. pipiens and
Cx. p. quinquefasciatus (Barr 1957). As principal
vectors of several disease-causing pathogens,
including West Nile virus (WNV) and St. Louis
virus (Mitchell et al. 1980, Hayes et al. 2005,
Savage et al. 2007), members of the complex
exhibit substantial diversity in physiology, behav-
ior and geographic distribution.

Knowledge of the vector-host interactions and
host feeding patterns of Culex pipiens complex in
nature is essential for evaluating their vectorial
capacity and for assessing the role of various
vertebrates as reservoir and amplifying hosts
for vector-borne zoonotic pathogens. Although
earlier studies using serologic techniques have
provided valuable information on the blood fee-
ding patterns of Cx. pipiens complex, recent
advances in molecular techniques using polymer-
ase chain reaction-based assays have permitted
the identification of hosts to the species level with
a much higher degree of accuracy.

As part of ongoing efforts to better understand
the vector potentials of mosquito species in trans-
mission of arboviruses, we reviewed studies on
the host feeding patterns of Cx. pipiens complex
in the northeastern (Connecticut) and south-
western (Harris County - Texas and southern

California) U.S. (Molaei et al. 2006, 2007, 2010)
(Fig. 1). We also reviewed studies on the genetic
structure and potential influence of introgressions
on the blood feeding behavior of Cx. p. pipiens in
northeastern and midwestern U.S. (Huang et al.
2008, 2009).

Culex. p. pipiens form pipiens

Studies on the vector-host interactions and
blood feeding patterns of Cx. p. pipiens f. pipiens
populations from north temperate regions of the
U.S. have shown that these mosquitoes readily
feed on avian hosts and focus blood feeding
activity on several key bird species, in particular
Passeriformes, that are capable of harboring
arboviruses (Apperson et al. 2002, 2004; Kilpa-
trick et al. 2006; Molaei et al. 2006; Savage et al.
2007; Hamer et al. 2008). An analyses of engorged
Cx. p. pipiens f. pipiens from Connecticut, for
example, revealed that 93.1% of these mosquitoes
acquired bloodmeals from avian hosts only, 2.5%
from mammalian, 0.5% from amphibian, and
3.9% from both avian and mammalian hosts
(Fig. 2) (Molaei et al. 2006). In a recent study of
Cx. p. pipiens from Sacramento and Yolo
Counties in California, an overwhelming majority
(. 99%) were identified as having avian-derived
bloodmeals, though the genetic identities of these
mosquitoes and degrees of introgressions with
other members of the Cx. pipiens complex were
not determined (Montgomery et al. 2011). How-
ever, considerable geographic variation in the
host-selection patterns of Cx. p. pipiens f. pipiens
populations has been reported throughout their
range of distribution in the U.S. Studies in more
southern and midwestern regions have shown
that a substantial number of individuals fed on
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mammals including humans: Washington DC and
Maryland - 13% (Kilpatrick et al. 2006), Chicago,
Illinois - 22.4% (Hamer et al. 2008), Tennessee
- 24% (Apperson et al. 2004), and New Jersey
- 38% (Apperson et al. 2004).

Avian hosts of Cx. p. pipiens f. pipiens: Several
studies have reported American robins as the most
frequent hosts for Cx. p. pipiens f. pipiens from
various regions in the U.S. (Apperson et al. 2002,
2004; Kilpatrick et al. 2006; Molaei et al. 2006;
Hamer et al. 2008; Montgomery et al. 2011).
Among 27 avian species, the American robin,
Turdus migratorius Linnaeus (37.7% of all verte-
brate-derived bloodmeals), the gray catbird,
Dumetella carolinensis (L.) (10.4%), the house
sparrow, Passer domesticus (L.) (9.9%), the Euro-
pean starling, Sturnus vulgaris L. (6.6%), the

mourning dove, Zenaida macroura (L.) (6.1%),
and a few other mostly Passeriformes birds were
identified as the most frequent hosts for Cx. p.
pipiens f. pipiens in Connecticut (Molaei et al.
2006) (Fig. 3).

Populations of American robins use a wide
variety of open and forested habitats in urban/
suburban and rural settings throughout most of
North America (Martin 1973, Hutto 1995). These
birds are competent amplifying hosts for arbovi-
ruses including WNV and eastern equine enceph-
alitis virus (EEEV), based on the intensity of
infection and duration of viremias (Komar et al.
1999, 2003). Furthermore, WNV and EEEV have
been isolated from wild American robins and
antibody prevalence studies indicate that these
birds are frequently exposed to the aforementioned

Fig. 1. Collection sites of blood-fed (A) Cx. p. pipiens (n 5 15 sites) in Chicago, Illinois, 2005–2006, (B) Cx. p.
pipiens (n 5 31 sites) in Connecticut, 2002–2004, (C) Cx. p. quinquefasciatus (n 5 69 sites) in Orange, Riverside, and
San Bernardino Counties, southern California, 2006–2008, (D) Cx. p. quinquefasciatus (n 5 268 sites) in Harris
County, Texas, 2005. (Panel A courtesy of Dr. Gabriel L. Hamer.)
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viruses (Dalrymple et al. 1972, Bast et al. 1973,
Morris et al. 1975, Main et al. 1988, Crans et al.
1994, Komar et al. 2001, Hamer et al. 2009, Kent et
al. 2009). These findings highlight the importance
of American robins in the amplification of

arboviruses throughout their range of distribution
in the U.S.

Mammalian hosts of Cx. p. pipiens f. pipiens:
Although infrequent, 7 mammalian species were
identified as the source of bloodmeals for this

Fig. 2. Proportion of vertebrate blood meals for Cx. p. pipiens from Connecticut, and Cx. p. quinquefasciatus
from Harris County in Texas, and from Orange, Riverside, and San Bernardino Counties in southern California.

Fig. 3. Percentage of avian- and mammalian-derived blood meals identified from Cx. p. pipiens (n5 204) in
Connecticut, 2002–2004.
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mosquito species in Connecticut (Molaei et al.
2006). Human-derived bloodmeals were infre-
quently detected (0.5%), whereas white-tailed
deer, Odocoileus virginianus Zimmermann was
the most frequent mammalian host (1.9% of all
vertebrate-derived bloodmeals) (Fig. 3). White-
tailed deer are the most abundant large mammals
in the region besides humans. The role of deer in
the ecology and transmission dynamics of arbo-
viruses, including WNV and EEEV, is unknown.
Neutralizing antibodies for WNV have been
detected from free-ranging white-tailed deer in
Iowa and New Jersey (Farajollahi et al. 2004,
Santaella et al. 2005). Seroprevalence of WNV
antibodies was 0%–6% among hunter-killed deer
from New Jersey in 2001 (Farajollahi et al. 2004),
which suggests infrequent exposure to WNV
relative to avian hosts, but frequency of exposure
was still greater than that in humans (Centers for
Disease Control and Prevention 2001). Serolog-
ical evidence of EEEV exposure in white-tailed
deer has also been reported from Florida, Iowa,
Nebraska, New York, North Dakota, Texas,
Wisconsin, Wyoming, and Georgia in the U.S.,
and Quebec in Canada (Trainer and Hanson,
1969, Whitney et al. 1969, Hoff et al. 1973,
Whitney 1973, Bigler et al. 1975, Forrester 1992,
Tate et al. 2005). Although white-tailed deer are
infected by WNV and EEEV, it is not known
whether they develop sufficient viremias to infect
mosquitoes and contribute to local transmission
cycles.

Culex p. quinquefasciatus

Studies indicate an opportunistic blood feeding
behavior of Cx. p. quinquefasciatus from the sou-
thern U.S. (Reisen et al. 1990; Zinser et al. 2004;
Molaei et al. 2007, 2010; Savage et al. 2007). This
behavioral characteristic highlights the impor-
tance of Cx. p. quinquefasciatus in both enzootic
and epidemic transmission of arboviruses. Blood-
meal analyses have demonstrated that this species
indiscriminately acquires bloodmeals from a wide
range of vertebrate species including birds and
mammals in Harris County, Texas (Molaei et al.
2007). Of 672 blood-fed Cx. p. quinquefasciatus,
39.1% obtained bloodmeals from avian hosts,
52.5% from mammalian, and 8.3% had mixed-
blood of avian and mammalian origins (Fig. 2).
Results of bloodmeal analysis in Harris County,
Texas were consistent with previous studies from
other geographic locales that have examined the
host feeding patterns of Cx. p. quinquefasciatus:
Tucson, Arizona - 32% avian and nearly 65%
from mammalian hosts including humans (Zinser
et al. 2004), Sao Paulo, Brazil - 22% avian and
70% mammalian (Gomes et al. 2003), Northern
Queensland, Australia - 29.7% avian and 62.9%
mammalian (Kay et al. 1979).

Analysis of 415 engorged Cx. p. quinquefasciatus
from southern California (Molaei et al. 2010) has
shown that 88.2%, 9.6%, and 2.2% of mosquitoes
acquired bloodmeals from birds, mammals, and
from both bird and mammals in mixed-bloodmeals,
respectively (Fig. 2).

Similarly, 79% of Cx. p. quinquefasciatus from
southwestern Queensland, Australia, had avian-
and 16% had mammalian-derived bloodmeals
(Kay et al. 1985). Nevertheless, studies also have
shown considerable differences in the actual ratio
of avian and mammalian feedings in various
geographic regions. A large study of blood-fed
Cx. p. quinquefasciatus (n 5 10,769) on Oahu
Island, Hawaii, similarly found that 69% had
acquired blood from birds, and 31% had fed on
mammals (Tempelis et al. 1970). These widely
divergent results in the actual ratio of avian and
mammalian feedings in various geographic regions
indicate that populations of Cx. p. quinquefasciatus
are much more opportunistic in blood-feeding
than Cx. p. pipiens f. pipiens, which, in North
America, is predominantly ornithophilic.

Avian hosts of Cx. p. quinquefasciatus: Of 30
avian species, the mourning dove (18.3% of all
vertebrate-derived bloodmeals), the white-winged
dove, Zenaida asiatica (L.) (4.3%), the house
sparrow (3.2%), the house finch, Carpodacus
mexicanus (Müller) (3.0%), the gray catbird
(3.0%), and the American robin (2.5%) were the
most frequent hosts in Harris County, Texas
(Molaei et al. 2007) (Fig. 4). Columbiformes
comprised . 52% of all avian-derived blood-
meals, and the mourning dove and the white-
winged dove represented 41.7% and 9.7% of all
avian-derived bloodmeals, respectively. The pre-
dominance of bloodmeals from mourning doves
and white-winged doves suggests an opportunistic
feeding behavior for Cx. p. quinquefasciatus in
Harris County, Texas. In addition, nearly 44% of
the avian-derived bloodmeals from Cx. p. quin-
quefasciatus were determined to be from Passer-
iformes including house sparrows, house finches,
gray catbirds and American robins.

Of 25 avian host species for Cx. p. quinquefas-
ciatus in southern California, the house finch was
the most frequent source of bloodmeals (34.2% of
all vertebrate-derived bloodmeals), followed by
the house sparrow (19.3%), the mourning dove
(18.9%), the American robin (4.5%) and the
American crow, Corvus brachyrhynchos Brehm
(2.8%) (Molaei et al. 2010) (Fig. 5). The two
Passeriformes, the house finch and the house
sparrow, are abundant and widely distributed in
peridomestic habitats in southern California, and
together they represented 53.5% of the blood-
meals acquired by Cx. p. quinquefasciatus (Molaei
et al. 2010). The house finch and the house
sparrow are competent bird species and contrib-
ute substantially to the maintenance and amplifi-
cation of arboviruses, including WNV, in the
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region. However, the role that Colombiformes
such as the mourning dove and the white-winged
dove may play as amplification hosts is unclear,
because of their relatively low reservoir compe-
tence (Komar et al. 2003).

A comparison of the proportion of Cx. p.
quinquefasciatus bloodmeals from a specific avian
species and the frequency of species in Harris
County, Texas and Orange County, California
was performed. The proportion of this mosquito
species that fed on birds such as house finches,
mourning doves, house sparrows and a few other
birds was as expected, based on their estimated
frequencies. However, for certain other birds,
particularly the American crow and the blue jay,
it was substantially lower than expected. Amer-
ican crows and blue jays are closely associated
with human populations in urban/suburban
habitats and are considered important amplifica-
tion hosts for arboviruses. These corvids have
shown elevated infections and high viremias, and
have suffered substantial mortalities since the
outbreak of WNV in the U.S. (Komar et al. 2001,
2003). Therefore, it was of considerable interest
to determine the proportion of bloodmeals ac-
quired by the members of Cx. pipiens complex
from these birds. In an analysis of bloodmeals
from Cx. p. pipiens f. pipiens in Connecticut, a
limited number of mosquitoes were identified
with American crow-derived bloodmeals despite

their abundance in the region (Hanisek 2005).
Similar findings with regard to underrepresenta-
tion of American crows as the source of blood-
meals for Cx. p. pipiens f. pipiens, have been
reported from New York (Apperson et al. 2002)
and New Jersey (Apperson et al. 2004). In the
study of the host feeding patterns of Cx. p.
quinquefasciatus from mostly urban/suburban
area in Harris County, Texas (Molaei et al.
2007), no crow feedings were observed, and a
limited number of mosquitoes acquired blood-
meals from blue jays (0.1% of total). Similarly, in
an analysis of Cx. p. quinquefasciatus from
southern California (Molaei et al. 2010), Amer-
ican crows were represented in only 2.8% of
blood feedings. These results indicated that the
proportion of bloodmeals from American crows
and blue jays was much lower than would be ex-
pected based on the frequency data and abun-
dance of these birds locally. Nonetheless, because
of the inherent biases in mosquito collection
methods from various sites, and heterogeneity in
spatial and temporal distribution of American
crows and blue jays in urban/suburban areas,
caution should be exercised in interpretation of
the bloodmeal data and underrepresentation of
these birds as hosts for mosquitoes.

Mammalian hosts of Cx. p. quinquefasciatus:
Mammalian hosts for Cx. p. quinquefasciatus
constituted nearly 60% (including the mixed

Fig. 4. Percentage of avian- and mammalian-derived blood meals identified from Cx. p. quinquefasciatus (n 5
672) in Harris County, Texas, 2005.
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feedings, representing 13 species) and 12% (repre-
senting 9 species) of all identified bloodmeals in
Harris County - Texas and southern California,
respectively (Molaei et al. 2007, 2010) (Figs. 4
and 5). Yet of the total, only 0.4% and 1.9%
contained human-derived bloodmeals in the two
regions, respectively, despite the fact that humans
are the most abundant large mammal in the area.
The underrepresentation of humans as the source
of bloodmeals for Cx. p. quinquefasciatus is more
likely due to the fact that people in the region are
less exposed to mosquitoes during the summer
and the period of peak activity, as many people
stay indoors after dusk, when these mosquitoes
are actively feeding (Molaei et al. 2007). Studies
in other regions of the U.S. and the world
indicate that Cx. p. quinquefasciatus readily feeds
on humans when accessible (Beier et al. 1990,
Niebylski and Meek 1992, Gomes et al. 2003,
Samuel et al. 2004, Zinser et al. 2004).

The domestic dog, Canis familiaris L. and the
domestic cat, Felis catus L., frequently served as
hosts for Cx. p. quinquefasciatus in Harris County
- Texas and southern California (Molaei et al.
2007, 2010). Because of the relatively mild climate
and open spaces in the region, many pet dogs and
cats spend a considerable amount of time
outdoors, particularly in residential areas, and

therefore are probably much more accessible to
blood-seeking mosquitoes than humans (Molaei
et al. 2007). Higher WNV antibody prevalence in
dogs has been reported from Harris County,
Texas (Molaei et al. 2007), indicating that many
dogs are infected by the virus presumably from
the bite of infected mosquitoes. A retrospective
serologic survey of dogs in New York City after
the 1999 outbreak of WNV revealed that 10%
of local dogs were infected with WNV (Komar et
al. 2001). Relatively little is known about the
pathogenesis of WNV in dogs and cats or their
potential role in the ecology of WNV. In an
experimental infection of domestic dogs and cats
with WNV by mosquito bites, viremia of low
magnitude and short duration developed in four
dogs, but they did not display signs of disease
(Austgen et al. 2004). Among eight cats, four
animals became viremic with peak titers ranging
from 103.0 to 104.0 plaque-forming units/ml, and
three of them developed neurologic signs of
disease (Austgen et al. 2004).

Seasonal variations in blood-feeding patterns of the
Cx. pipiens complex

Bridging transmission of arboviruses by the
Cx. pipiens complex would require flexibility in

Fig. 5. Percentage of avian- and mammalian-derived blood meals identified from Cx. p. quinquefasciatus (n 5
415) in Orange, Riverside, and San Bernardino Counties, southern California, 2006–2008.
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the phenotype, such that an earlier feeding on
birds (virus amplifying hosts) follows a later
feeding on mammalian hosts particularly hu-
mans. Overall, availability and abundance of
various vertebrate hosts and introgressions
among members of the Cx. pipiens complex
may influence temporal heterogeneity in the
host-feeding patterns and seasonal shifts from
avian to mammalian hosts or from a number of
avian species to different birds (Molaei et al.
2006, Kilpatrick et al. 2007, Hamer et al. 2008).
Other factors, such as increased mosquito abun-
dance, physiological changes in mosquito host
preference, and defensive behavior in birds,
also have been postulated as underlying causes
for seasonal shifts in blood feedings of Culex
mosquitoes (Tempelis et al. 1965, Edman et al.
1974, Nelson et al. 1976, Thiemann et al. 2011).
In the study of Cx. p. pipiens f. pipiens from
Connecticut (Molaei et al. 2006), no seasonal
shift in blood feeding from avian to mammalian
hosts was noticed. Nevertheless, the proportion of
American robin–derived bloodmeals decreased
from June to October, where by September greater
percentages of avian-derived bloodmeals were
obtained from gray catbirds and mourning doves,
while none was identified as being from American
robins. Analyses of engorged Cx. p. quinquefas-
ciatus from Harris County, Texas (Molaei et al.
2007) revealed that with one exception (in May),
the proportions of avian- and mammalian-derived
bloodmeals during the spring and summer months
(March to August) were nearly equal. However, a
pronounced seasonal shift from avian to mam-
malian hosts was detected during the late summer
and fall (September to November). Analyses of
the seasonal proportions of bloodmeals acquired
by Cx. p. quinquefasciatus from various vertebrate
hosts in southern California (Molaei et al. 2010)
showed no significant temporal changes in the
host-feeding pattern of this mosquito species.

Population genetic structure and blood-feeding
patterns of the Cx. pipiens complex

Limited studies have been conducted on the
potential mechanisms that may influence feeding
preference and seasonal variations in members of
the Cx. pipiens complex. Varying degrees of intro-
gression between the aboveground Cx. p. pipiens f.
pipiens and the underground Cx. p. pipiens f.
molestus have been suggested as an important
contributing factor to blood feeding preference.
Similarly, introgressions between the two distinct
genetic entities, Cx. p. pipiens f. pipiens and Cx. p.
quinquefasciatus in the stable hybrid zone in the
U.S., have also been postulated as a determining
factor for variations in the host-feeding patterns
of these mosquitoes, among other factors such as
mosquito abundance and host availability.

Attempts to associate genetic composition of
Cx. p. pipiens f. pipiens with relatively greater
prevalence of blood feedings on mammalian hosts
(Kilpatrick et al. 2007) have been largely based on
the occurrence of possible hybridization between
the ornithophilic Cx. p. pipiens f. pipiens and
the mammalophilic Cx. p. pipiens f. molestus
(Spielman 2001, Fonseca et al. 2004). Although
geographic distribution and feeding preference
of Cx. p. pipiens f. molestus have not been
thoroughly investigated in the U.S., this species
has been shown to be an aggressive human biter
in Europe (Harbach et al. 1984). The feeding
pattern of hybrid populations has only been
studied in a mixed population containing both
forms in Boston, Massachusetts (Spielman 1964,
2001), where 6 of 353 mosquitoes (1.7%) were
reportedly heterozygotes for autogeny (Spielman
1964), consistent with low degrees of hybridiza-
tion demonstrated in other Cx. p. pipiens f. pi-
piens populations in northeastern U.S. (Huang et
al. 2008). However, 3 of 9 and 6 of 13 human-
biting mosquitoes were identified as heterozy-
gotes in the aforementioned studies (Spielman
1964, 2001).

Microsatellite analyses of engorged Cx. p.
pipiens f. pipiens mosquitoes from Chicago,
Illinois, using 10 polymorphic markers (Huang
et al. 2009) revealed a significantly higher
proportion of ancestry from Cx. p. pipiens f.
molestus, suggesting an underlying genetic basis
for mammalian versus avian host selection. These
mosquitoes had been earlier identified with a
relatively greater percentage of mammalian-
derived bloodmeals (Hamer et al. 2008). No
association between Cx. p. quinquefasciatus an-
cestry and mammalian blood feeding by Cx. p.
pipiens f. pipiens was identified (Huang et al.
2009). In a recent population study of mosquitoes
from Champaign, Illinois, by using DV/D ratio,
7.5% hybrids were detected (Sanogo et al. 2008).
This finding suggests that the hybridization zone
may be wider than previously thought. The
collection site for the latter study was approxi-
mately 160 km south of the area where mosqui-
toes were collected for bloodmeal identification
and subsequent population genetic analyses using
microsatellite markers in Chicago, Illinois (Ha-
mer et al. 2008, Huang et al. 2009). Blood-meal
analysis of Cx. pipiens complex from Memphis,
Tennessee, did not reveal greater mammalian
blood feeding among hybrids of Cx. p. pipiens f.
pipiens and Cx. p. quinquefasciatus (Savage et al.
2007), and the impact of hybridization was not
assessed.

In a bloodmeal analysis of engorged Cx. p.
pipiens mosquitoes collected from Washington
DC and Maryland, a substantially greater percent-
age of mosquitoes were identified with bloodmeals
from mammalian hosts, particularly humans

HOST SELECTION OF CULEX PIPIENS COMPLEX 133



(Kilpatrick et al. 2006). A subsequent genetic study
showed higher fractions of this population with
ancestry from Cx. p. pipiens f. molestus (Kilpa-
trick et al. 2007). This research finding reinforced
propositions that host selection by Cx. p. pipiens f.
pipiens mosquitoes may be influenced by genetic
predisposition. Although host availability and
abundance play significant roles in seasonal
variations in blood-feedings by mosquitoes, the
impact of extensive gene flow on the population
structure, and potential influence of genetic
factors on the blood-feeding preference are
relatively unknown. It would be of value to
determine if a selectable phenotype exists, albeit
likely a complex one.

In conclusion, Cx. pipiens complex mosquitoes
exhibit heterogeneity in vector-host interactions
and blood feeding patterns in various regions that
cannot be explained only by host availability and
abundance. Culex p. pipiens f. pipiens is princi-
pally an ornitophilic mosquito with regional dif-
ferences among populations. However, the prob-
ability of genetic ancestry from Cx. p. pipiens f.
molestus might predispose these mosquitoes to
feed more readily on mammals. Because genetic
mechanisms that may control these divergent
feeding habits in mosquitoes are not known,
caution should be exercised in using hybrid
ancestry as a basis to interpret the differences in
host feeding patterns of Cx. p. pipiens f. pipiens
populations. Culex p. quinquefasciatus is an
opportunistic mosquito that readily feeds on a
variety of birds and mammals, including humans.
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