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Offspring signalling models predict that the begging displays of obligate brood parasites are more
intense than nonparasitic species because parasitic young are never reared by their genetic parents and
often compete against unrelated host young during development. The brown-headed cowbird,
Molothrus ater, has been described as having exaggerated begging relative to nonparasitic species, but an
effective test of this idea is lacking because previous studies have not controlled for evolutionary history
while simultaneously standardizing rearing conditions. We quantified the begging intensity of cowbirds
and the closely related, nonparasitic red-winged blackbird, Agelaius phoeniceus, when both species
experienced identical rearing conditions in two distinct nest environments: reared alone by a small
cowbird host, or reared with two host young by a moderate-sized cowbird host. Against theoretical
predictions, we found that in both nest environments four components of the cowbird begging display
were similar to (or less intense than) blackbird begging displays (i.e. latency to beg, begging score, call
rate and call amplitude) when nestlings were tested across a gradient of short-term need. Our results
provide the first experimental evidence that a closely related, yet nonparasitic, species shares an
exaggerated begging display with a brood-parasitic species when reared under conditions typically
experienced by parasitic offspring. We discuss three nonexclusive explanations for our findings:
(1) relatedness among cowbird nestmates reduced cowbird begging intensity (kin selection hypothesis),
(2) reduced body condition of blackbirds elevated their begging intensity (body condition hypothesis)
and (3) intense competition in blackbird nest environments led to increased blackbird begging intensity
(competitive environment hypothesis).
� 2013 The Association for the Study of Animal Behaviour. Published by Elsevier Ltd. All rights reserved.
Begging is part of a dynamic behavioural interaction in which
dependent offspring solicit critical resources from care-giving
adults, and adults use begging displays to decide how resources
should be distributed to offspring (Kilner & Johnstone 1997;
Budden & Wright 2001). For a wide range of animals, begging is
the primary means by which offspring acquire food resources
(Weygoldt 1980; Budden & Wright 2001; Smiseth et al. 2007;
Madden et al. 2009), especially for species with altricial develop-
ment that are unable to forage independently until after leaving the
nest (Kilner & Johnstone 1997; Budden & Wright 2001). Thus,
begging serves as a behavioural means for obtaining food resources
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that are critical to fitness while in the natal environment, making it
perhaps the most important behaviour of nest-bound offspring.

Signalling models of offspring begging posit that dependent
young honestly signal their need to provisioning adults, who, in
turn, use those signals to make decisions about their degree of
parental investment (Godfray 1991, 1995). Signalling models as-
sume that the honesty of begging signals is maintained by three
costs that rise with a concomitant increase in begging intensity:
growth, nest predation and inclusive fitness (Mock & Parker 1997;
Johnstone & Godfray 2002). Growth costs are based on reallocating
energy from growth and development towards increased energetic
expenditure that stems from elevated begging intensity (Chappell
& Bachman 2002), whereas nest predation costs are based on a
greater likelihood of a nest being detected and depredated due to
more intense begging (e.g. louder or more frequent begging vo-
calizations; Haskell 2002). Inclusive fitness costs are due to
decreased reproductive value of close kin that rise with an increase
by Elsevier Ltd. All rights reserved.
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in begging intensity (Johnstone & Godfray 2002). Although
empirical estimates of begging costs have been elusive (Chappell &
Bachman 2002; Haskell 2002; Johnstone & Godfray 2002), such
costs are thought to place an upper limit on the intensity of begging
displays in dependent young (Mock & Parker 1997; Johnstone &
Godfray 2002).

Obligate brood parasites are unique among birds because they
are reared by unrelated adults and, in most cases, occur alone in the
nest or compete against unrelated young for critical food resources
during development (Payne 1977; Rothstein 1990; Davies 2000).
Brood-parasitic young are therefore thought to be free of inclusive
fitness costs during development, so their begging intensity is more
intensive and exaggerated than nonparasitic species, all else being
equal (Harper 1986; Motro 1989; Holen et al. 2001). In accordance
with this notion, several empirical studies have confirmed that
parasitic nestlings beg more intensively than nonparasitic species
under similar conditions in a range of brood-parasitic species (e.g.
Davies et al. 1998; Kilner et al. 1999; Lichtenstein 2001). In partic-
ular, several studies have found that nestlings of the brown-headed
cowbird,Molothrus ater (hereafter cowbird) show begging displays
that are more intense and exaggerated than those of nonparasitic
species; cowbirds respond faster, beg longer, call louder and more
frequently, and attain a greater begging posture than do nonpara-
sitic young (Briskie et al. 1994; Dearborn 1998; 1999; Glassey &
Forbes 2003; Rivers 2007; Pagnucco et al. 2008). Despite these
clear differences, only a handful of studies have compared cowbird
begging to close relatives to control for differences in evolutionary
history (i.e. Briskie et al. 1994; Glassey & Forbes 2003; Rivers 2007),
and none has examined parasitic and nonparasitic species in a
standardized rearing environment where both species were cared
for by heterospecific ‘parents’. Nevertheless, both factors must be
controlled for experimentally because rearing environments can
greatly affect begging behaviour (e.g. Kedar et al. 2000; Rodríguez-
Gironés et al. 2002) and because species-specific parenteoffspring
signals may lead to differential treatment of host young and para-
sitic offspring (Glassey & Forbes 2003; Schuetz 2005).

In this study, we investigated whether cowbirds have evolved
exaggerated begging behaviour that serves as an adaptation for
brood parasitism by comparing cowbird begging displays to those
of the red-winged blackbird, Agelaius phoeniceus (hereafter black-
bird), a closely related, nonparasitic species that is closely allied
with theMolothrus cowbirds within the family Icteridae (Johnson &
Lanyon 1999; Price et al. 2009). We used an approach inwhich both
species were reared in heterospecific host nests that represented
two common rearing environments for cowbirds in our study
system (Rivers et al. 2010a): (1) reared alone by a small cowbird
host and (2) reared with two host offspring by a moderate-sized
cowbird host. In both host species, we experimentally controlled
for nestling age and brood size, as both are known to influence
begging behaviour (Budden & Wright 2001). In the middle of their
developmental period we assayed nestling begging behaviour
across a gradient of short-term need (Clark 2002) under controlled
laboratory conditions. We predicted that the intensity of four
components of the begging display of cowbird nestlings (i.e. latency
to beg, begging score, call rate and call amplitude) would be greater
than that of blackbirds for a given level of need and that this pattern
would be consistent across the distinctly different rearing
environments.

METHODS

Study Locations and Focal Species

We conducted experiments during the 2004e2007 breeding
seasons at Konza Prairie Biological Station, KS, U.S.A., a 3487 ha
tallgrass prairie preserve where the cowbird is abundant, occurs in
all available habitats and parasitizes more than 20 host species
(Rivers et al. 2010a, 2012). The blackbird is also abundant at this
location, nesting in lowland habitats and rearing offspring that are
similar to cowbirds in size and appearance during the early nestling
period (Weatherhead 1989). The blackbird has a socially monoga-
mous breeding systemwith extrapair fertilizations that often result
in a mixture of full and half siblings in broods (Yasukawa & Searcy
1995). Although genetic data are not available from Konza Prairie,
we have no reason to expect that the mean relatedness of blackbird
nestling at this site would be different from previous studies that
have reported a mean of one to two extrapair young per brood (e.g.
Westneat 1993; Weatherhead & Boag 1995; Gray 1997). Long-term
research on cowbirdehost interactions at Konza Prairie has found
that the Bell’s vireo, Vireo bellii (hereafter vireo), and the dickcissel,
Spiza americana, are the two primary cowbird host species, har-
bouring more than 75% of total cowbird offspring found in more
than 3000 host nests (Rivers et al. 2010a). However, these two
cowbird hosts differ markedly in the rearing environments they
provide for parasitic young. Cowbirds are reared alone in parasit-
ized vireo nests because in these nests host young rarely hatch, host
nestlings do not survive when competing against cowbirds, and
vireos cannot rear more than one cowbird in a single breeding
attempt (Parker 1999; Kosciuch & Sandercock 2008). In contrast,
cowbirds in dickcissel nests typically compete against slightly
smaller host offspring and/or other cowbirds, some of which
survive to fledging (Zimmerman 1983). Thus, these two hosts
provide two distinct rearing environments that are experienced
by cowbird offspring in this host community (Rivers et al. 2010a)
and throughout their geographical range (Friedmann 1963;
Ortega 1998).

Creation of Experimental Broods

Because of high predation rates we were forced to collect most
cowbird and blackbird eggs and place them into incubators (Lyon
Electronics, model TX-7) to maximize the number of nestlings for
experiments. Nevertheless, we found no difference in the begging
behaviour of incubator-hatched and field-hatched individuals for
either species (J. W. Rivers, B. D. Peer & S. I. Rothstein, unpublished
data), and thus we combined nestlings from both approaches for
subsequent analyses. To create vireo broods, we transferred a single
cowbird or blackbird into vireo nests that were close to hatching
(mean placement ¼ 1.1 days prior to hatch date) to mimic the nest
environment experienced by cowbirds in this small host (Parker
1999; Kosciuch & Sandercock 2008); at the same time, any addi-
tional nest contents were collected under permit (i.e. 58 vireo eggs,
37 vireo nestlings, 2 cowbird eggs, and 7 cowbird nestlings from 28
nests; nestlings were killed via cervical dislocation and eggs were
killed via freezing). For dickcissel broods, we manipulated nests to
contain a single focal nestling (cowbird or blackbird) and two
dickcissels. We transferred focal nestlings into dickcissel nests on
the same day host eggs hatched to ensure that all three nestmates
were the same age; any additional nest contents were collected
under permit (i.e. 38 dickcissel eggs, 17 dickcissel nestlings, 1
cowbird egg, 1 cowbird nestling from 27 nests; nestlings were
killed via cervical dislocation and eggs were killed via freezing). All
experimental broods for both hosts were created before noon local
time, and a brood size of threewas used for the dickcissel because it
is a common brood size for parasitized nests in northeast Kansas
(Zimmerman 1983; Rivers et al. 2003).

When creating experimental broods, we used only first-
hatching ‘core’ blackbirds (sensu Forbes & Glassey 2000) from
original blackbird clutches. This is because testosterone, a hormone
that can influence begging behaviour (Schwabl & Lipar 2002),
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varies with egg-laying order in the blackbird but is minimally
different among core eggs (Lipar et al. 1999). Moreover, testos-
terone levels in core blackbird eggs are similar to levels in cowbird
eggs (Hauber & Pilz 2003), so the testosterone levels of blackbird
and cowbird nestlings used in experiments were expected to have
been similar to each other. Despite restricting the experiments to
core nestlings, however, our results should be representative of all
blackbird young because available evidence indicates there is no
difference in begging between core and marginal blackbird nes-
tlings (Griffith 2007). We only used a single blackbird nestling from
each original blackbird clutch in our experiments to eliminate the
potential for nonindependence in begging behaviour due to relat-
edness. For cowbirds, we only used a single cowbird nestling from
each parasitized host nest to minimize possible relatedness con-
founds that could stem from relaying by female cowbirds in
multiply parasitized nests, which is known to occur at our site
(Rivers et al. 2012). As there are currently no procedures that allow
rapid, accurate assessment of the gender of hatchling songbirds
under field conditions, we were unable to control for nestling sex
and instead assumed a 50:50 sex ratio for focal nestlings because
primary sex ratios appear to be equal for both cowbirds and
blackbirds (Fiala 1981; Kasumovic et al. 2002). During 2004 only,
we removed blackbird and cowbird nestlings from nests for about
2 h on the second day after hatching to assess begging behaviour
early in the nestling stage under ambient environmental conditions
via a mobile testing apparatus that allowed us to measure nestlings
in the field. These procedures provided little additional data on
offspring begging behaviour and were discontinued in subsequent
years. Nevertheless, we found no difference between the begging
behaviour of nestlings undergoing this additional procedure and
conspecific nestlings tested in other years; thus, we combined
nestlings from both groups in subsequent analyses.

Laboratory Procedures

To assess begging behaviour under standardized environmental
conditions, we temporarily removed all nestlings from experi-
mental broods (one nestling in vireo broods and three nestlings in
dickcissel broods) to a nearby climate-controlled laboratory on the
afternoon of day 5 of the nestling period (where day 0 is the day of
hatching). At the time we removed nestlings for laboratory trials,
we swapped a nonexperimental nestling into the focal nest to
prevent parental abandonment; no nests were abandoned due to
this procedure (J. W. Rivers, B. D. Peer & S. I. Rothstein, unpublished
data). Thirty minutes after being removed from the nest, we
measured each nestling in the laboratory for body mass and right
tarsus length and then fed it with up to eight mealworms to
standardize hunger level (Leonard & Horn 2001). Although some
nestlings continued to beg after ingestion of eight mealworms,
feeding more than this amount in pilot trials led to regurgitation of
food (see Redondo 1993 for a similar situation in a parasitic
cuckoo), so we restricted feeding to a maximum of eight meal-
worms. In dickcissel nests, we marked host young individually on
the bill with a nontoxic marker for identification during quantifi-
cation of begging behaviours. After feeding, we placed all nestlings
into an artificial nest and immediately commenced filming. The
artificial nest sat inside an open wooden box whose sides pre-
vented nestlings from seeing the experimenter during the experi-
ment. Ten minutes after the start of filming and every 10 min
thereafter for 90 min, we stimulated nestlings to beg by tapping
gently four times on the edge of the artificial nest to mimic the
auditory and tactile simulation of a parent arriving with food and
alighting on the nest; all three species examined readily begged in
response to this cue during preliminary trials. Following our pre-
vious work in this system (Rivers 2007), we did not feed nestlings
during the 90 min trial to allow us to quantify changes in the
begging display intensity across a natural continuum of short-term
need (Clark 2002). We recorded begging behaviours during trials
with a miniature video camera that was mounted to the side of the
wooden box and attached to a camcorder, and we recorded begging
calls via the sound analysis program SYRINX v2.1h (www.syrinxpc.
com) via a lapel microphone placed approximately 10 cm above the
centre of the nest that was connected to a laptop computer. We
restricted our measurement of call rate to the last stimulation in
each trial as calls were most likely to be given at this time because
pilot data found that begging calls were not typically given during
the first 60 min of experimental trials. We were able to visually
distinguish among individual calls when measuring call rate in
dickcissel nests as cowbird, blackbird and dickcissel nestlings differ
markedly in call structure (J. W. Rivers, unpublished data).

Immediately after each trial was completed, we measured
begging call amplitude (dB) of the cowbird or blackbird nestling in
the nest with a hand-held digital sound meter (RadioShack model
no. 33-2055) placed 30 cm away from the nestling; in dickcissel
broods, we removed host nestmates from the artificial nest prior to
measuring amplitude to maximize clarity of cowbird or blackbird
begging calls. A series of begging calls were typically given by
nestlings in response to this stimulation, and we recorded the
loudest begging call in the series as the maximum begging call
amplitude. In four instances (three cowbirds, one blackbird), a
nestling produced audible begging calls that were below the
detection threshold of the sound meter (i.e. 50 dB); we recorded a
value of 50 dB in those cases. We ended trials after begging call
amplitude was recorded. Next, we fed the nestling(s) to satiation
with mealworms and then returned them to their nest in the field.

A single observer (J.W.R.) quantified all begging behaviours from
video recordings to eliminate interobserver variation and for
comparison with concurrent research projects (see Rivers 2008).
To quantify begging, we only considered begging that occurred in
the 15 s following each of the nine stimulations because under
natural conditions most food items are provisioned within this
period in three cowbird hosts (Rivers 2007). Begging behaviour was
measured on a frame-by-frame basis to quantify each nestling’s la-
tency to beg and begging score for each of the nine stimulations that
occurred during each 90 min laboratory trial. We defined latency to
beg as the elapsed time between the onset of the tapping that was
used to stimulate begging and the initiation of begging behaviour by
a nestling. For every 1 s of the 15 s stimulation period we calculated
begging score by determining the maximum begging posture on a
scale of 0e3 following our previous work in this system (Rivers
2007), where 0 ¼ no beg, 1 ¼ gaping without stretched neck,
2 ¼ gaping, neck stretched up to 75%, and abdomen resting on nest
cup, and 3 ¼ gaping, neck stretched >75%, abdomen not touching
nest cup; begging scores could therefore range from 0 to 45.

Quantification of Body Condition

Nestling begging behaviour can be influenced by both short-
term (i.e. hunger) and long-term need (i.e. body condition; Clark
2002), and this experiment was designed specifically to assess
the influence of short-term need on begging behaviour during
laboratory trials. To quantify the potential influence of long-term
need on begging behaviour, a single observer (J.W.R.) measured
body size (i.e. body mass, right tarsus length) of all nestlings in
experimental broods immediately prior to laboratory experiments
for comparison with nestlings reared in reference broods. Because
cowbirds are generalist brood parasites, they lack a single host
reference brood against which measurements of experimental
nestlings can be compared. Therefore, we compared experimental
cowbird body mass on posthatch day 5 to a reference value for

http://www.syrinxpc.com
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Figure 1. Components of the nestling begging display of the brood parasitic brown-
headed cowbird (filled circles) and the closely related, nonparasitic red-winged
blackbird (open circles) when individuals of each species were reared alone in Bell’s
vireo nests and tested under laboratory conditions. (a) Mean � SE latency to beg (s). (b)
Mean � SE begging score, a composite of the time begging and the maximum posture
(see text). N ¼ 15 cowbirds, N ¼ 13 blackbirds for both measures.
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cowbird body mass that was averaged over 18 hosts from Kilpatrick
(2002; tarsus data were unavailable). For blackbirds, we compared
nestlings in our experimental broods to reference broods at Konza
Prairie that consisted of four blackbird nestlings (the modal brood
size at this location) reared in a blackbird nest. A single observer
(J.W.R.) measured reference blackbird broods for body size (i.e.
mass, right tarsus length) on the afternoon of day 5 of the nestling
stage to match the time of measurement of blackbird nestlings in
experimental broods. We restricted our comparisons to core
blackbird nestlings in reference blackbird broods because experi-
ments were restricted to core blackbird nestlings as described
above. Because there were typically two to three core nestlings in
each blackbird reference brood, we calculated average body size
measurements over all core nestlings within each brood to elimi-
nate the potential for nonindependence in body size due to
relatedness.

Statistical Analysis

Nestling begging can be influenced by nestmates (Forbes 2002).
Therefore, we summed the begging scores of host young in dick-
cissel broods for each stimulation for use as a covariate. We found
no evidence for a significant brood type*host begging score inter-
action in our initial analysis, indicating dickcissel begging behav-
iour was similar in cowbird and blackbird broods, so we dropped
this interaction term from our final models. We used the PROC
MIXED modelling function in SAS/STAT v.9.2 for Windows (SAS
Institute, Cary, NC, U.S.A.) to assess latency to beg and begging score
during laboratory trials, and calculated degrees of freedomwith the
KenwardeRogers method. We modelled host species (vireo and
dickcissel) separately, and we constructed models that included
fixed effects for brood type (two levels: cowbird, blackbird), indi-
vidual nest as a random effect, and stimulation (nine levels: 1.9)
as the repeatedmeasure.We used the correlation structure for each
repeated measure response variable that generated the lowest
Akaike Information Criterion values corrected for small sample size
(AICc) relative to other candidate correlation structures. We used t
tests to compare single measures of begging responses between
brood types (i.e. call rate, maximum call amplitude) and to compare
body size measurements between nestlings from experimental and
reference broods. We report means (least squares means for
repeated measures analysis) and associated standard errors (SEs),
and set alpha at P <0.05 for all tests.

RESULTS

We created 43 vireo broods (n ¼ 24 cowbird, n ¼ 19 blackbird)
and 61 dickcissel broods (n ¼ 28 cowbird, n ¼ 33 blackbird), of
which 47% were depredated before experiments could be con-
ducted. This reduced the number of nests available for experiments
to 28 for the vireo (n ¼ 15 cowbird broods, n ¼ 13 blackbird broods)
and 27 for the dickcissel (n ¼ 14 cowbird broods, n ¼ 13 blackbird
broods).

Cowbird and Blackbird Begging in Experimental Broods

In vireo broods, we found no difference in latency to beg be-
tween cowbirds and blackbirds (F1,44.9 ¼ 0.54, P ¼ 0.468; Fig. 1a).
However, we did detect a significant change in latency to beg
during trials (F8,43.9 ¼ 3.07, P ¼ 0.008), but no brood type*time
interaction (F8,43.9 ¼ 1.00, P ¼ 0.453). Although the mean call rate
during the last stimulation was higher for blackbirds
(19.4 � 3.07 calls/15 s), this difference was not significant (cow-
bird¼ 12.1 � 2.87 calls/15 s; t26 ¼ �1.7, P ¼ 0.094). We detected no
difference in begging score between cowbirds and blackbirds
(F1,26.2 ¼ 0.02, P ¼ 0.897; Fig. 1b). However, there was a significant
time effect (F8,50.5 ¼ 19.54, P <0.001), but no brood type*time
interaction (F8,50.5 ¼ 0.39, P ¼ 0.919). Finally, we found that black-
birds had a significantly louder maximum call amplitude
(72.8 � 1.11 dB) relative to cowbirds (62.8 � 2.56 dB; t10 ¼ �3.6,
P ¼ 0.005).

In dickcissel broods, we found no difference in latency to beg
between cowbirds and blackbirds (F1,13.1 ¼ 0.00, P ¼ 1.000; Fig. 2a),
although latency to beg changed significantly during trials
(F8,28.1 ¼ 3.52, P ¼ 0.006) with no brood type*time interaction
(F8,26.4 ¼ 0.51, P ¼ 0.835). Six of the 14 cowbird nestlings did not call
during the last stimulation, whereas all 13 blackbird nestlings
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Figure 2. Components of the nestling begging display of the brood parasitic brown-
headed cowbird (filled circles) and the closely related, nonparasitic red-winged
blackbird (open circles) when individuals of each species were reared in dickcissel
nests alongside two same-aged host offspring and tested under laboratory conditions.
(a) Mean � SE latency to beg (s). (b) Mean � SE begging score, a composite of the time
begging and the maximum posture (see text). N ¼ 14 cowbirds, N ¼ 13 blackbirds for
both measures.
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called. Mean call rate during the last stimulation was significantly
greater for blackbirds (20.7 � 3.29 calls/15 s) than cowbirds
(6.9 � 2.40 calls/15 s; t25 ¼ �3.4, P ¼ 0.002). We found no differ-
ence in begging scores of cowbird and blackbird nestlings
(F1,29.0 ¼ 2.85, P ¼ 0.102; Fig. 2b), although begging scores changed
significantly over the course of trials in both species (F8,52.8 ¼ 8.84,
P <0.001) with no brood type*time interaction (F8,48.5 ¼ 1.39,
P ¼ 0.223). Maximum call amplitude for nestlings which called was
significantly greater for blackbirds (70.1 � 2.46 dB) relative to
cowbirds (57.5 � 1.95 dB; t19 ¼ �4.4, P <0.001). The summed
begging score of dickcissel nestmates, used as a covariate in our
analysis, did not differ between nests containing cowbirds or
blackbirds for either latency to beg (brood type*covariate interac-
tion: P ¼ 0.807) or begging score (brood type*covariate interaction:
P ¼ 0.820). The mean begging score of dickcissel nestmates was
also consistently lower than those of cowbirds and blackbirds
throughout trials (J. W. Rivers, B. D. Peer & S. I. Rothstein, unpub-
lished data), indicating that both cowbird and blackbird nestlings
showed more intense begging behaviour than dickcissel nestlings
(J.W. Rivers, B. D. Peer & S. I. Rothstein, unpublished data). Note that
cowbird begging call length (0.186 � 0.027 s) was significantly
longer than that of blackbirds (0.047 � 0.004; t9.5 ¼ 5.1, P ¼ 0.006),
and thus, greater call rate by blackbirds did not necessarily result in
greater time spent calling in either brood type.

Condition of Cowbird and Blackbird Nestlings in Experimental
Broods

Cowbird body mass in vireo broods (15.7 � 0.72 g) did not differ
from cowbird body mass averaged across 18 reference host species
(15.0 � 0.57 g; t31 ¼ 0.8, P ¼ 0.417), whereas cowbird body mass
was significantly greater in dickcissel broods than in reference host
broods (18.7 � 0.39 g; t30 ¼ 5.0 and P<0.001). In contrast, blackbird
body mass (vireo broods: 16.4 � 0.58 g; reference broods:
22.9 � 0.67 g; t20 ¼ 7.2, P <0.001) and right tarsus length (vireo
broods: 18.9 � 0.31 mm; reference broods: 21.7 � 0.16 mm;
t17.6 ¼ 8.2, P <0.001) were significantly lower in experimental vireo
broods than in reference broods. Similarly, blackbird body mass
(dickcissel broods: 20.5 � 0.68 g; reference broods: 22.9 � 0.67 g;
t20 ¼ 2.4, P ¼ 0.026) and right tarsus length (dickcissel broods:
20.6 � 0.32 mm; reference broods: 21.7 � 0.16 mm; t17.4 ¼ 3.0,
P ¼ 0.008) were significantly lower in experimental dickcissel
broods than in reference broods.

DISCUSSION

Against predictions from theoretical models of offspring sig-
nalling (Harper 1986; Motro 1989; Godfray 1991, 1995; Mock &
Parker 1997; Holen et al. 2001), we found that brood-parasitic
cowbirds did not show more intense begging behaviour than
closely related, nonparasitic blackbirds when both species were
reared in identical rearing environments and tested under stan-
dardized laboratory conditions. Indeed, for some components of
the begging display, blackbird begging was more intense than that
of cowbirds. Our results are especially noteworthy because (1) we
compared the begging behaviour of cowbirds and blackbirds that
were reared in identical heterospecific host nest environments, (2)
we found a similar pattern of begging between blackbirds and
cowbirds across a gradient of short-term need, and (3) we uncov-
ered repeatable results in markedly distinct host rearing environ-
ments. As such, our study provides the most rigorous examination
to date to assess whether brood-parasitic offspring beg more
intensively than closely related, nonparasitic species under iden-
tical rearing conditions. In light of our unexpected findings that
exaggerated begging was shared between parasitic cowbirds and
nonparasitic blackbirds, three nonexclusive explanations are plau-
sible and can reconcile our empirical results with theoretical
models of offspring signalling.

The first explanation posits that cowbird begging intensity was
reduced because cowbirds are often reared with siblings in host
nests at our study site (kin selection hypothesis). Konza Prairie is
located near the centre of cowbird abundance within recent his-
torical times (Lowther 1993) and long-term monitoring has
revealed that the cowbird is the second-most abundant passerine
species at this site (Rivers et al. 2010b). This results in high para-
sitism rates of host nests, and an extensive study of 1425 parasit-
ized nests at Konza Prairie found that most cowbird offspring
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shared their nest with other cowbirds (i.e. 76% of cowbirds were
found in host nests with at least one conspecific; Rivers et al.
2010a). Furthermore, a detailed genetic analysis of multiple para-
sitism at this site revealed a high level of relatedness between
cowbird nestmates in multiply parasitized nests: the likelihood
that an individual cowbird in a multiply parasitized nest shared its
nest with a full sibling was 40.4% (95% CI: 28.4e52.4%; Rivers et al.
2012). Note, however, that this value is a minimum estimate of
cowbird nestmate relatedness as that study was unable to differ-
entiate between half siblings in broods (Rivers et al. 2012). Because
theoretical models predict relatedness can constrain the intensity
of begging displays (Harper 1986; Motro 1989; Godfray 1991, 1995;
Holen et al. 2001; Johnstone & Godfray 2002), inclusive fitness costs
may have been reduced fitness of cowbirds that begged at a high
intensity, thereby decreasing the survival prospects of their siblings
in multiply parasitized host nests.

A reduction in cowbird display intensity would be expected to
reduce competition for food among cowbird siblings that are reared
together and, in turn, increase fitness gains via kin selection
(Hamilton 1964; West et al. 2002). Such a reduction might also
reduce fitness when cowbirds compete against unrelated host
young, although this possibility appears unlikely for cowbirds at
Konza Prairie for several reasons. First, cowbird eggs typically hatch
before host eggs (Briskie & Sealy 1990), and cowbird nestlings are
typically larger than most hosts in the Konza Prairie community
(Rivers et al. 2010a). Second, cowbird hosts bias food distribution
towards the largest nestling, regardless of whether it is a cowbird,
so the highest-reaching nestling has priority access to food
(Dearborn 1998; Lichtenstein & Sealy 1998; Rivers 2007). Finally,
the begging intensity of cowbird nestlings is maintained at an in-
tensity that is greater than that of non-blackbird hosts at Konza
Prairie (Rivers 2007; this study). Taken together, these factors lead
to cowbirds being larger and begging more intensively than non-
blackbird host nestmates, allowing them to obtain a dispropor-
tionate share of the food disbursed by host parents (Dearborn 1998;
Lichtenstein & Sealy 1998; Kilner et al. 2004; Rivers 2007).
Although reduced begging could potentially reduce fitness of
cowbirds when they compete against unrelated cowbird (Goguen
et al. 2011), this also appears unlikely because (1) host young
typically fare worst in multiply parasitized nests because they are
smaller and/or hatch later than cowbird nestlings (Briskie & Sealy
1990; Dearborn 1998; Lichtenstein & Sealy 1998; Kilner et al.
2004; Rivers 2007), (2) most hosts at Konza Prairie can rear mul-
tiple cowbirds during a nesting attempt (Lowther 1993; Ortega
1998; Rivers et al. 2010a), and (3) the majority of cowbird hosts
receive three or fewer cowbird eggs, which is within the range that
most hosts can rear (Friedmann 1963; Ortega 1998; Rivers et al.
2010a). Therefore, cowbirds can obtain adequate food despite
having reduced begging intensity because most hosts can rear
multiple cowbirds and because host young often lose out to cow-
birds during begging scrambles in multiply parasitized nests.

An alternative and nonmutually exclusive explanation for our
results is that being reared by heterospecific hosts reduced the
body condition (Clark 2002) of blackbird nestlings and increased
their begging intensity (body condition hypothesis). This explana-
tion appears plausible because body condition is known to influ-
ence begging intensity (Clark 2002) and blackbirds in experimental
broods were significantly lighter and smaller than blackbirds in
reference broods. If a reduction in body condition did lead to
increased begging intensity by blackbirds, it suggests that one or
more components of the begging display was deficient in black-
birds, but not in cowbirds, for obtaining enough food for proper
growth and development in heterospecific host nests. Which
component(s) of the begging signal may be inadequate is unclear,
but call structure is a likely candidate because it differs markedly
between cowbirds and blackbirds. This is in contrast to begging
movements and gape appearance, both of which are very similar, at
least to human observers. An additional factor that could also lead
to reduced body condition in blackbirds is that cowbirds may be
more efficient than blackbirds at extracting nutrients from food
items, or differ in how they allocate retained energy to growth or
metabolism (Karasov & Martinez del Rio 2007).

A third nonexclusive explanation for our results is that the
intensely competitive rearing environment experienced by black-
birds in natal nests has led to the development of an especially
intense begging display for blackbird offspring (competitive envi-
ronment hypothesis). The blackbird is a species that experiences
obligate brood reduction, and broods are structured with first-
hatched core nestlings and later-hatched marginal nestlings, with
marginal offspring surviving only in years of abundant food re-
sources (Forbes et al. 1997; Forbes 2010). This results in a rearing
environment in which blackbird nestlings compete intensely for
food against nestmates that are as large as (or larger than) them-
selves, leading to an elevation in the intensity of begging behaviour.
A similar scenario of obligate brood reduction and intense
competition for food among nestmates occurs in the yellow-
headed blackbird, Xanthocephalus xanthocephalus, with similar
consequences for offspring survival and begging intensity (Price &
Ydenberg 1995; Price et al. 1996; Forbes et al. 2002). Because
brood reduction and highly competitive rearing environments are
characteristic of several other closely related allies of the parasitic
cowbirds (Howe 1978; Teather & Weatherhead 1989; Mermoz &
Ornelas 2004; Fernandez et al. 2007; Ruiz et al. 2008), it is inter-
esting to speculate that these factors may have influenced the
evolution of brood parasitism in this lineage.

As noted above, the three hypotheses put forward to explain
shared begging intensity between parasitic cowbirds and nonpar-
asitic blackbirds are not mutually exclusive, so it may be that the
patterns in this study arose due to factors that have led to both a
reduction in cowbird begging intensity and an elevation of begging
intensity in blackbirds. Regardless of the underlying causes, ours is
the first study to provide strong empirical evidence that the
begging intensity of a nonparasitic species can equal or exceed that
of a closely related parasitic species when both species are reared
in identical heterospecific rearing environments. Given our find-
ings, we encourage additional studies that quantify the begging
behaviour of parasitic cowbirds and their nonparasitic icterid rel-
atives to assess how begging intensity varies among these two
groups. Studies are also warranted that test whether parasitic
cowbirds are more efficient at extracting nutrients from food items
or differ in how they allocate energy to growth or metabolism, as
such investigations may uncover heretofore unknown adaptations
of the offspring signalling and digestive systems of brood parasitic
young.

Acknowledgments

This research adhered to the ASAB/ABS Guidelines for the use of
animals in research and was conducted under permits approved by
the U.S. Fish and Wildlife Service, the Kansas Department of
Wildlife and Parks, and the Institutional Animal Care and Use
Committee at the University of California, Santa Barbara (protocol
no. 05-03-643). Financial support for our work was provided by the
Animal Behavior Society, the Chapman Fund of the American
Museum of Natural History, Helmetcamera.com, the Los Angeles
Audubon Society, the Graduate Division at the University of
California-Santa Barbara, the Academic Senate at the University of
California-Santa Barbara, the Faculty Summer Research Stipend
Program at Western Illinois University, the National Science and
Engineering Research Council of Canada, the National Science

http://Helmetcamera.com


J. W. Rivers et al. / Animal Behaviour 86 (2013) 529e536 535
Foundation (NSF) Doctoral Dissertation Improvement Grant pro-
gram (IOB-0608263), the Research Experiences for Undergraduate
program in the Division of Biology at Kansas State University, and
the NSF-Long-Term Ecological Research Program at Konza Prairie
Biological Station. We thank T. B. Heidel, J. Hite, W. Janousek, K.
Kosciuch, A. Lyon, E. McCarthy, R. Rehmeier, B. Sandercock and B.
Von Korff for assistance with fieldwork, B. Sandercock for extensive
logistical support, J. Burtt for his assistance with and sharing of
Syrinx, W. Jensen for sharing data, J. Briskie, A. Horn, W. Jensen, K.
Kosciuch, M. Kuehn, M. Leonard, A. Lotem, D. Mock, M. Szykman
Gunther and members of the Rothstein Gang for much helpful
discussion, and two anonymous referees for useful comments on
the manuscript.

References

Briskie, J. V. & Sealy, S. G. 1990. Evolution of short incubation periods in the
parasitic cowbirds, Molothrus spp. Auk, 107, 789e794.

Briskie, J. V., Naugler, C. T. & Leech, S. M. 1994. Begging intensity of nestling birds
varies with sibling relatedness. Proceedings of the Royal Society B, 258, 73e78.

Budden, A. E. & Wright, J. 2001. Begging in nestling birds. Current Ornithology, 16,
83e118.

Chappell, M. A. & Bachman, G. C. 2002. Energetic costs of begging behavior. In: The
Evolution of Begging: Competition, Cooperation, and Communication (Ed. by
J. Wright & M. L. Leonard), pp. 143e162. Dordrecht: Kluwer.

Clark, A. B. 2002. Appetite and the subjectivity of nestling hunger. In: The Evolution
of Begging: Competition, Cooperation, and Communication (Ed. by J. Wright &
M. L. Leonard), pp. 173e198. Dordrecht: Kluwer.

Davies, N. B. 2000. Cuckoos, Cowbirds, and Other Cheats. London: T & A D Poyser.
Davies, N. B., Kilner, R. M. & Noble, D. G. 1998. Nestling cuckoos, Cuculus canorus,

exploit hosts with begging calls that mimic a brood. Proceedings of the Royal
Society B, 265, 673e678.

Dearborn, D. C. 1998. Begging behavior and food acquisition by brown-headed
cowbird nestlings. Behavioral Ecology and Sociobiology, 43, 259e270.

Dearborn, D. C.1999. Brown-headed cowbird nestling vocalizations and risk of nest
predation. Auk, 116, 448e457.

Fernandez, G. J., Mermoz, M. E., Llambias, P. E. & Pujol, I. M. 2007. Life history
traits and breeding success of the scarlet-headed blackbird (Amblyramphus
holosericeus) in the Argentinean pampas. Ornithologia Neotropical, 18, 407e419.

Fiala, K. L. 1981. Sex ratio constancy in the red-winged blackbird. Evolution, 35,
898e910.

Forbes, S. 2002. Statistical challenges in the study of nestling begging. In: The
Evolution of Begging: Competition, Cooperation, and Communication (Ed. by
J. Wright & M. L. Leonard), pp. 1235e1246. Dordrecht: Kluwer.

Forbes, S. 2010. Family structure and variation in reproductive success in black-
birds. Behavioral Ecology and Sociobiology, 64, 475e483.

Forbes, S. & Glassey, B. 2000. Asymmetric sibling rivalry and nestling growth in
red-winged blackbirds (Agelaius phoeniceus). Behavioral Ecology and Sociobio-
logy, 48, 413e417.

Forbes, S., Thornton, S., Glassey, B., Forbes, M. & Buckley, N. J. 1997. Why parent
birds play favourites. Nature, 390, 351e352.

Forbes, S., Grosshans, R. & Glassey, B. 2002. Multiple incentives for parental
optimism and brood reduction in blackbirds. Ecology, 83, 2529e2541.

Friedmann, H. 1963. Host Relations of the Parasitic Cowbirds. Washington, D.C.: U.S.
National Museum Bulletin, No. 233

Glassey, B. & Forbes, S. 2003. Why brown-headed cowbirds do not influence red-
winged blackbird parent behavior. Animal Behaviour, 65, 1235e1246.

Godfray, H. C. J. 1991. Signaling of need by offspring to their parents. Nature, 352,
328e330.

Godfray, H. C. J. 1995. Evolutionary theory of parenteoffspring conflict. Nature, 376,
133e138.

Goguen, C. B., Curson, D. R. & Mathews, N. E. 2011. Costs of multiple parasitism for
an avian brood parasite, the brown-headed cowbird (Molothrus ater). Canadian
Journal of Zoology, 89, 1237e1248.

Gray, E. M. 1997. Do female red-winged blackbirds benefit genetically from seeking
extra-pair copulations? Animal Behaviour, 53, 605e623.

Griffith, J. 2007. Asymmetric begging competitions in red-winged blackbird Age-
laius phoeniceus nestlings. Honour’s thesis, University of Winnipeg.

Hamilton, W. D. 1964. The genetical evolution of social behaviour, I. Journal of
Theoretical Biology, 7, 1e16.

Harper, A. B. 1986. The evolution of begging: sibling competition and parente
offspring conflict. American Naturalist, 128, 99e114.

Haskell, D. G. 2002. Begging behavior and nest predation. In: The Evolution of
Begging: Competition, Cooperation, and Communication (Ed. by J. Wright &
M. L. Leonard), pp. 163e172. Dordrecht: Kluwer.

Hauber, M. E. & Pilz, K. M. 2003. Yolk testosterone levels are not consistently
higher in the eggs of obligate brood parasites than their hosts. American
Midland Naturalist, 149, 354e362.

Holen, O. H., Saetre, G. P. P., Slagsvold, T. & Stenseth, N. C. 2001. Parasites and
supernormal manipulation. Proceedings of the Royal Society B, 268, 2551e2558.
Howe, H. F. 1978. Initial investment, clutch size, and brood reduction in the com-
mon grackle (Quiscalus quiscula). Ecology, 59, 1109e1122.

Johnson, K. P. & Lanyon, S. M. 1999. Molecular systematics of the grackles and
allies, and the effect of additional sequence (cyt B and ND2). Auk, 116, 759e768.

Johnstone, R. A. & Godfray, H. C. J. 2002. Models of begging as a signal of need. In:
The Evolution of Begging: Competition, Cooperation, and Communication (Ed. by
J. Wright & M. L. Leonard), pp. 1e20. Dordrecht: Kluwer.

Karasov, W. H. & Martinez del Rio, C. 2007. Physiological Ecology: How Animals
Process Energy, Nutrients, and Toxins. Princeton, New Jersey: Princeton Univer-
sity Press.

Kasumovic,M.M., Gibbs, H. L.,Woolfenden, B. E., Sealy, S. G. &Nakamura, H. 2002.
Primary sex-ratio variation in two brood parasitic birds: brown-headed cowbird
(Molothrus ater) and common cuckoo (Cuculus canorus). Auk, 119, 561e566.

Kedar, H., Rodriguez-Girones, M. A., Yedvab, S., Winkler, D. W. & Lotem, A. 2000.
Experimental evidence for offspring learning in parenteoffspring communi-
cation. Proceedings of the Royal Society B, 267, 1723e1727.

Kilner, R. & Johnstone, R. A. 1997. Begging the question: are offspring solicitation
behaviors signals of need? Trends in Ecology & Evolution, 12, 11e15.

Kilner, R. M., Noble, D. G. & Davies, N. B. 1999. Signals of need in parenteoffspring
communication and their exploitation by the common cuckoo. Nature, 397,
667e672.

Kilner, R. M., Madden, J. R. & Hauber, M. E. 2004. Brood parasitic cowbird nestlings
use host young to procure resources. Science, 305, 877e879.

Kilpatrick, A. M. 2002. Variation in growth of brown-headed cowbird (Molothrus
ater) nestlings and energetic impacts on their host parents. Canadian Journal of
Zoology, 80, 145e153.

Kosciuch, K. L. & Sandercock, B. K. 2008. Cowbird removals unexpectedly increase
productivity of a brood parasite and the songbird host. Ecological Applications,
18, 537e548.

Leonard, M. L. & Horn, A. G. 2001. Dynamics of calling by tree swallow (Tachycineta
bicolor) nestmates. Behavioral Ecology and Sociobiology, 50, 430e435.

Lichtenstein, G. 2001. Selfish begging by screaming cowbirds, a mimetic brood
parasite of the bay-winged cowbird. Animal Behaviour, 61, 1151e1158.

Lichtenstein, G. & Sealy, S. G. 1998. Nestling competition, rather than supernormal
stimulus, explains the success of parasitic brown-headed cowbird chicks in
yellow warbler nests. Proceedings of the Royal Society B, 265, 249e254.

Lipar, J. L., Ketterson, E. D. & Nolan, V., Jr. 1999. Intraclutch variation in testos-
terone content of red-winged blackbird eggs. Auk, 116, 231e235.

Lowther, P. E. 1993. Brown-headed cowbird (Molothrus ater). In: The Birds of North
America. No. 047 (Ed. by A. Poole & F. Gill). Philadelphia: Academy of Natural
Sciences, Washington, D.C.: American Ornithologists’ Union.

Madden, J. R., Kunc, H.-J., English, S., Manser, M. B. & Clutton-Brock, T. H. 2009.
Do meerkat (Suricata suricatta) pups exhibit strategic begging behavior and so
exploit adults that feed at relatively high rates? Behavioral Ecology and Socio-
biology, 63, 1259e1268.

Mermoz, M. E. & Ornelas, J. F. 2004. Phylogenetic analysis of life-history adapta-
tions in parasitic cowbirds. Behavioral Ecology, 15, 109e119.

Mock, D. W. & Parker, G. A. 1997. The Evolution of Sibling Rivalry. Oxford: Oxford
University Press.

Motro, U. 1989. Should a parasite expose itself? (Some theoretical aspects of
begging and vigilance behavior). Journal of Theoretical Biology, 140, 279e287.

Ortega, C. P.1998. Cowbirds and Other Brood Parasites. Tucson: University of Arizona
Press.

Pagnucco, K., Zanette, L., Clinchy, M. & Leonard, M. L. 2008. Sheep in wolf’s
clothing: host nestling vocalizations resemble their cowbird competitor’s.
Proceedings of the Royal Society B, 275, 11061e11065.

Parker, T. H. 1999. Responses of Bell’s vireos to brood parasitism by the brown-
headed cowbird in Kansas. Wilson Bulletin, 111, 499e504.

Payne, R. B. 1977. The ecology of brood parasitism in birds. Annual Review of Ecology
and Systematics, 8, 1e28.

Price, J. J., Lanyon, S. M. & Omland, K. E. 2009. Losses of female song with changes
from tropical to temperate breeding in the New World orioles. Proceedings of
the Royal Society B, 276, 1971e1980.

Price, K. & Ydenberg, R. 1995. Begging and provisioning in broods of
asynchronously-hatched yellow-headed blackbird nestlings. Behavioral Ecology
and Sociobiology, 37, 201e208.

Price, K., Harvey, H. & Ydenberg, R. 1996. Begging tactics of nestling yellow-
headed blackbirds, Xanthocephalus xanthocephalus, in relation to need. Animal
Behaviour, 51, 421e435.

Redondo, T.1993. Exploitation of host mechanisms for parental care by avian brood
parasites. Etologia, 3, 235e297.

Rivers, J. W. 2007. Nestmate size, but not short-term need, influences begging
behavior of a generalist brood parasite. Behavioral Ecology, 18, 222e230.

Rivers, J.W.2008.An investigationof factors influencingnestlingbeggingbehavior in
a generalist brood parasite. Ph.D. thesis, University of California, Santa Barbara.

Rivers, J. W., Althoff, D. P., Gipson, P. S. & Pontius, J. S. 2003. Evaluation of a
reproductive index to estimate dickcissel reproductive success. Journal of
Wildlife Management, 67, 136e143.

Rivers, J. W., Jensen, W. E., Kosciuch, K. L. & Rothstein, S. I. 2010a. Community-
level patterns of host use by the brown-headed cowbird, a generalist brood
parasite. Auk, 127, 263e273.

Rivers, J. W., Gipson, P. S., Althoff, D. P. & Pontius, J. S. 2010b. Long-term com-
munity dynamics of small landbirds with and without exposure to extensive
disturbance from military training activities. Environmental Management, 45,
203e216.

http://refhub.elsevier.com/S0003-3472(13)00288-1/sref1
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref1
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref1
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref2
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref2
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref2
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref3
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref3
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref3
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref4
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref4
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref4
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref4
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref5
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref5
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref5
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref5
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref6
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref7
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref7
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref7
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref7
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref8
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref8
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref8
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref9
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref9
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref9
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref10
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref10
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref10
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref10
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref11
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref11
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref11
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref12
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref12
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref12
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref12
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref13
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref13
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref13
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref14
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref14
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref14
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref14
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref15
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref15
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref15
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref16
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref16
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref16
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref17
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref17
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref18
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref18
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref18
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref19
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref19
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref19
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref20
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref20
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref20
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref20
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref21
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref21
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref21
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref21
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref22
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref22
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref22
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref23
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref23
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref23
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref24
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref24
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref24
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref25
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref25
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref25
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref25
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref26
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref26
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref26
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref26
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref27
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref27
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref27
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref28
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref28
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref28
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref29
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref29
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref29
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref30
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref30
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref30
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref30
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref31
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref31
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref31
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref32
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref32
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref32
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref32
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref33
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref33
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref33
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref33
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref33
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref34
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref34
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref34
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref35
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref35
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref35
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref35
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref35
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref36
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref36
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref36
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref37
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref37
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref37
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref37
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref38
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref38
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref38
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref38
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref39
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref39
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref39
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref40
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref40
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref40
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref41
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref41
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref41
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref41
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref42
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref42
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref42
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref43
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref43
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref43
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref44
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref44
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref44
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref44
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref44
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref45
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref45
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref45
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref46
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref46
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref47
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref47
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref47
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref48
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref48
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref49
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref49
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref49
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref49
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref50
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref50
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref50
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref51
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref51
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref51
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref52
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref52
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref52
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref52
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref53
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref53
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref53
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref53
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref54
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref54
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref54
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref54
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref55
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref55
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref55
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref56
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref56
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref56
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref57
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref57
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref57
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref57
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref58
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref58
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref58
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref58
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref59
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref59
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref59
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref59
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref59


J. W. Rivers et al. / Animal Behaviour 86 (2013) 529e536536
Rivers, J. W., Young, S., Gonzalez, E. G., Horton, B., Lock, J. & Fleischer, R. C. 2012.
High levels of relatedness between brown-headed cowbird (Molothrus ater)
nestmates in a heavily-parasitized host community. Auk, 129, 623e631.

Rodríguez-Gironés, M. A., Zúñiga, J. M. & Redondo, T. 2002. Feeding experience
and relative size modify the begging strategies of nestlings. Behavioral Ecology,
13, 782e785.

Rothstein, S. I. 1990. A model system for coevolution: avian brood parasitism.
Annual Review of Ecology and Systematics, 21, 481e508.

Ruiz, N. M. D., Mermoz, M. E. & Fernandez, G. J. 2008. Effect of cowbird parasitism
on the brood reduction in the brown-and-yellow marshbird. Condor, 110, 507e
513.

Schuetz, J. G. 2005. Low survival of parasite chicks may result from their imperfect
adaptation to hosts rather than expression of defenses against parasitism.
Evolution, 59, 2017e2024.

Schwabl, H. & Lipar, J. 2002. Hormonal regulation of begging behavior. In: The
Evolution of Begging: Competition, Cooperation, and Communication (Ed. by
J. Wright & M. L. Leonard), pp. 221e244. Dordrecht: Kluwer.

Smiseth, P. T., Lennox, L. & Moore, A. J. 2007. Interaction between parental care
and sibling competition: parents enhance offspring growth and exacerbate
sibling competition. Evolution, 61, 2331e2339.
Teather, K. L. & Weatherhead, P. J. 1989. Sex-specific mortality in nestling great-
tailed grackles. Ecology, 70, 1485e1493.

Weatherhead, P. J. 1989. Sex ratios, host-specific reproductive success, and impact
of brown-headed cowbirds. Auk, 106, 358e366.

Weatherhead, P. J. & Boag, P. T. 1995. Pair and extra-pair mating success relative to
male quality in red-winged blackbirds. Behavioral Ecology and Sociobiology, 37,
81e91.

West, S. A., Pen, I. & Griffin, A. S. 2002. Cooperation and competition between
relatives. Science, 296, 72e75.

Westneat, D. F. 1993. Polygyny and extrapair fertilizations in eastern red-winged
blackbirds (Agelaius phoeniceus). Behavioral Ecology, 4, 49e60.

Weygoldt, P. 1980. Complex brood care and reproductive behavior in captive
poison-arrow frogs, Dendrobates pumilio O. Schmidt. Behavioral Ecology and
Sociobiology, 7, 329e332.

Yasukawa, K. & Searcy, W. A. 1995. Red-winged blackbird (Agelaius phoeniceus). In:
The Birds of North America. No. 184 (Ed. by A. Poole & F. Gill). Philadelphia:
Academy of Natural Sciences, Washington, D.C.: American Ornithologists’
Union.

Zimmerman, J. L. 1983. Cowbird parasitism of dickcissels in different habitats and
at different nest densities. Wilson Bulletin, 95, 7e22.

http://refhub.elsevier.com/S0003-3472(13)00288-1/sref60
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref60
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref60
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref60
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref61
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref61
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref61
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref61
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref62
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref62
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref62
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref63
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref63
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref63
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref64
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref64
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref64
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref64
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref65
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref65
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref65
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref65
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref66
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref66
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref66
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref66
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref67
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref67
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref67
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref68
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref68
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref68
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref69
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref69
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref69
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref69
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref70
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref70
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref70
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref71
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref71
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref71
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref72
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref72
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref72
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref72
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref73
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref73
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref73
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref73
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref74
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref74
http://refhub.elsevier.com/S0003-3472(13)00288-1/sref74

	The exaggerated begging behaviour of an obligate avian brood parasite is shared with a nonparasitic close relative
	Methods
	Study Locations and Focal Species
	Creation of Experimental Broods
	Laboratory Procedures
	Quantification of Body Condition
	Statistical Analysis

	Results
	Cowbird and Blackbird Begging in Experimental Broods
	Condition of Cowbird and Blackbird Nestlings in Experimental Broods

	Discussion
	Acknowledgments
	References


