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Abstract
Many chemically defended aposematic species are characterized by relatively low 
toxin levels, which enables predators to include them in their diets under certain 
circumstances. Knowledge of the conditions governing the survival of such prey 
animals—especially in the context of the co-occurrence of similar but undefended 
prey, which may result in mimicry-like interactions—is crucial for understanding the 
initial evolution of aposematism. In a one-month outdoor experiment using fish (the 
common carp Cyprinus carpio) as predators, we examined the survival of moderately 
defended aposematic tadpole prey (the European common toad Bufo bufo) with vary-
ing absolute densities in single-species prey systems or varying relative densities in 
two-species prey systems containing morphologically similar but undefended prey 
(the European common frog Rana temporaria). The density effects were investigated 
in conjunction with the hunger levels of the predator, which were manipulated by 
means of the addition of alternative (nontadpole) food. The survival of the B. bufo 
tadpoles was promoted by increasing their absolute density in the single-species prey 
systems, increasing their relative density in the two-species prey systems, and pro-
viding ample alternative food for the predator. Hungry predators eliminated all R. 
temporaria individuals regardless of their proportion in the prey community; in treat-
ments with ample alternative food, high relative B. bufo density supported R. tempo-
raria survival. The results demonstrated that moderately defended prey did benefit 
from high population densities (both absolute and relative), even under long-term 
predation pressure. However, the physiological state of the predator was a crucial 
factor in the survival of moderately defended prey. While the availability of alterna-
tive prey in general should promote the spread and maintenance of aposematism, 
the results indicated that the resemblance between the co-occurring defended and 
undefended prey may impose mortality costs on the defended model species, even 
in the absence of actual mimicry.
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1  | INTRODUC TION

Being chemically defended and aposematic does not make prey fully 
immune to predation. Predators show varying levels of innate avoid-
ance of aposematic prey (Brodie & Brodie, 1999; Guilford, 1990; 
Lindström et al., 1999), and they often must learn to avoid such tar-
gets (Exnerová et al., 2007; Svádová et al., 2009). Additionally, many 
prey species are only moderately defended; they are unpalatable to 
predators, but are not severely toxic, which enables the predators 
to include them in their diets (Skelhorn et al., 2016). The decision of 
the predator to attack or ignore such prey is influenced by an array 
of factors, including both intrinsic, such as the present or past nu-
tritional state (Bloxham et al., 2014), previous experience with the 
prey (Exnerová et al., 2007), learning ability (Rowland et al., 2017), 
and toxin burden (Rowland et al., 2010) and extrinsic, such as the 
abundance of defended prey (Lindström et al., 2001), availability of 
alternative resources (Carle & Rowe, 2014), variation in the toxic-
ity (Gamberale-Stille & Guilford, 2004) and nutrient content of the 
prey (Halpin et al., 2014), and even ambient temperature (Chatelain 
et al., 2013).

Investigating the survival of defended prey under varying con-
ditions is essential for understanding the evolution of aposematic 
signaling (Halpin et al., 2017; Riipi et al., 2001; Ruxton et al., 2004). 
The survival of aposematic prey is usually higher when they are 
present in the environment at high densities and/or in aggregations 
(Gamberale & Tullberg, 1996, 1998; Hotová Svádová et al., 2014; 
Rowland et al., 2013). This increase in survival is because pred-
ators that encounter the prey frequently should learn about their 
defenses more quickly (Fisher, 1930; Greenwood et al., 1989; Riipi 
et al., 2001). Additionally, the predator may also quickly reach the lim-
its of its ability to metabolize ingested toxins (Turner & Speed, 1999). 
Importantly, defensive grouping may provide additional antipredator 
benefits that are not associated with chemical defenses, such as dilu-
tion effects (reviewed in Lehtonen & Jaatinen, 2016). The abundance 
of alternative food resources for the predator is usually beneficial for 
the defended prey, which facilitates the evolution of defenses and/
or aposematic signaling (Lindström et al., 2004; Mappes et al., 2005; 
Sherratt et al., 2004). This occurs because hungry predators exhibit 
decreased selectivity, while well-nourished predators generally re-
frain from attacking any less profitable prey (Hileman et al., 1994; 
Kokko et al., 2003; Sandre et al., 2010). Nevertheless, in some 
contexts, the presence of alternative prey may lead to heightened 
mortality rates in defended prey (“associational susceptibility”; 
Underwood et al., 2014). For example, if the defended prey are re-
stricted to a habitat patch, the presence of edible neighbors may en-
courage the predator to concentrate its feeding effort in the area, 
with the defended prey suffering collateral damage (“apparent com-
petition”; Barbosa et al., 2009; Holt & Kotler, 1987). In another con-
text, if the harmless prey resemble the aposematic prey, especially 
if they imitate the warning signal (Batesian mimicry), their presence 
may interfere with the learning process of the predator, leading to 
reduced survival of the defended model species (Jones et al., 2013; 
Lindström et al., 1997). The learning process can be hindered even 

when the undefended prey are poor or imperfect mimics (Kikuchi & 
Pfennig, 2013; Sherratt, 2002).

We investigated the survival of moderately chemically defended 
aposematic prey (hereafter defended prey) that were subject to 
predation in response to their varying absolute densities in sin-
gle-species prey communities. We also investigated the survival of 
the aposematic prey in response to their varying relative densities 
in two-species prey communities containing undefended prey po-
tentially capable of causing associational susceptibility (hereafter: 
undefended prey). In all cases, the treatments were also manipu-
lated by varying the nutritional state of the predator. Specifically, we 
investigated how the survival of tadpoles of the European common 
toad Bufo bufo L. (defended prey) under predation pressure from 
the common carp Cyprinus carpio L. was affected by (a) the absolute 
density of the B. bufo tadpoles in the single-species prey systems 
(Experiment 1); (b) the relative density of the B. bufo tadpoles in the 
two-species prey systems with tadpoles of the European common 
frog Rana temporaria L. (undefended prey) where the absolute den-
sity of B. bufo was kept constant while the density of R. temporaria 
was changed across the treatments (Experiment 2); and (c) the phys-
iological state of the fish predator (the hunger level, which was ma-
nipulated by varying additions of alternative nontadpole food in both 
experiments). Previously, we demonstrated the presence of associa-
tional interactions between B. bufo and R. temporaria tadpoles under 
favorable conditions (high levels of alternative nontadpole food for 
the predator). In that case, R. temporaria exhibited increased mean 
individual survival when co-occurring at low relative density with B. 
bufo (“associational resistance”; Kaczmarek et al., 2018). The dura-
tion of our experiments encompassed almost the entire free-swim-
ming phase of the tadpoles of the prey species to obtain the realistic 
cumulative effects of predation on the survival rates.

We predicted the following effects: (a) In the single-species prey 
systems, increased absolute density of defended prey would trans-
late to higher survival rates (Experiment 1); (b) in the two-species 
prey systems, decreased relative density of defended prey would 
translate into lower survival rates for the defended prey, that is, the 
occurrence of associational susceptibility (Experiment 2); and (c) in-
creased hunger of the predator should lead to reduced survival of all 
prey regardless of defenses (Experiments 1 and 2).

2  | MATERIAL S AND METHODS

The European common toad B. bufo, widespread in Europe and 
Western Asia (Garcia-Porta et al., 2012), usually breeds in deep ponds 
inhabited by fish (Van Buskirk, 2003). Its tadpoles are gregarious and 
black, a color considered aposematic in larval anurans (Wells, 2007). 
The skin of both tadpoles and adults contains alkaloids and toxic 
protein compounds (Kowalski et al., 2018), rendering them unpalat-
able to vertebrate predators, including fish (Glandt, 1984; Üveges 
et al., 2019). The European common frog R. temporaria is a habitat 
generalist (Van Buskirk, 2005), widely distributed across Europe 
(Sillero et al., 2014). The tadpoles of R. temporaria lack chemical 
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defenses and are cryptically colored (Glandt, 1983). Tadpoles of the 
two species exhibit morphological differences (Van Buskirk, 2002), 
but share the generalized pond tadpole morphology (cf. Petranka & 
Kennedy, 1999). They react differently to fish predator cues: R. tem-
poraria exhibits behavioral avoidance of fish and marked reduction 
in swimming activity, whereas B. bufo shows a weak or no response 
(Laurila, 2000; Nyström & Åbjörnsson, 2000). Tadpoles of R. tem-
poraria are also known to exhibit induced morphological changes in 
the presence of predators (Stamper et al., 2009; Van Buskirk, 2001, 
2002). Adults of R. temporaria do not necessarily avoid oviposition in 
ponds containing fish (Indermaur et al., 2010; Laurila & Aho, 1997; 
Van Buskirk, 2005); however, their reproductive success is limited 
by the presence of fish (Bardsley & Beebee, 1998; Laurila, 1998). 
Although generally exhibiting different preferences for reproductive 
habitats, the two species are regularly found together in breeding 
habitats (Gazzola & Van Buskirk, 2015; Indermaur et al., 2010) and 
their breeding phenologies overlap (Sparks et al., 2007). Taken to-
gether, these features make them potential candidates for the emer-
gence of associational effects. The common carp C. carpio is a large 
omnivorous fish, originally distributed from southeastern Europe to 
eastern Asia, but with a much broader range at present due to intro-
ductions (Balon, 1995). This carp, although not a specialized predator 
of mobile nektonic macrofauna, readily forages on tadpoles when 
they are available (Kloskowski, 2011). Species used in the experi-
ment are shown in Figure 1.

The experiments were conducted in concrete ponds (6 × 6 m, 
adjustable water depth set at 75 cm) at the Muchocin experimental 
station of the Poznań University of Life Sciences (52°37′14.47″N; 
15°50′36.84″E) from 2016 to 2018. The experimental setup con-
sisted of mesh enclosures (100 × 100 × 100 cm, submerged up to 
75 cm) with cube-shaped steel frames for internal support, placed 
in the ponds. The ponds, with four evenly distributed enclosures 
in each, were individually supplied with water from the neighbor-
ing river (nutrient range values: 0.25–1.02 mg PO4

− L−1; 0.1–0.5 mg 
NO3

− L−1; total nitrogen 2.16–7.37 mg N/L) that passed through 
inlets fitted with fine-mesh screens. The walls of the enclosure 
(1 mm mesh size) were inserted into the bottom of the basin, giving 
the tadpoles and fishfree access to the sandy substrate. A sub-
merged PVC mesh cylinder (100 cm in length, 10 cm in diameter, 
10 mm mesh size) was fastened to the bottom in each enclosure 
to create habitat complexity and to provide a refuge structure for 
tadpoles. The enclosures were covered with PVC mesh (10 mm 
mesh size) on the top to prevent predatory insects from entering. 

All enclosures were inoculated with zooplankton by adding 7 L of 
natural pond water.

The study investigated the changes in the survival of chemically 
defended B. bufo tadpoles and in their fitness-related traits (mass at 
metamorphosis) along a gradient of tadpole density (both absolute 
and relative), crossed with two levels of availability of alternative 
food for the predators, with some replication across the gradient. 
The study consisted of two experiments. In both experiments, the 
response variables were survival of B. bufo tadpoles to metamor-
phosis and their mass at metamorphosis. In Experiment 1, B. bufo 
tadpole survival in single-species prey communities with varying 
absolute density was tested in the presence of a fish predator. Two 
independent variables were manipulated: B. bufo tadpole density 
(5/30/40/50/80 individuals per enclosure) and the level of alterna-
tive nontadpole food (feed pellets) provided for the fish. Availability 
of alternative food was considered as a proxy for hunger level in the 
predators; “high food” (100 g twice a week) versus “low food” (2 g 
twice a week). In Experiment 2, B. bufo tadpole survival in two-spe-
cies prey communities with R. temporaria was tested in the presence 
of a fish predator, with manipulation of the relative (but not absolute) 
density of B. bufo. The density of B. bufo tadpoles was kept constant 
(30 individuals/enclosure), while R. temporaria tadpole density varied 
(5/10/30/50/60 individuals per enclosure), as did the level of alter-
native, nontadpole food provided for the fish (same as in Experiment 
1). In both experiments, each enclosure contained one 1-year-old 
specimen of C. carpio (total length 100–130 mm) as a predator. The 
experimental design did not include predator-free treatments; this 
was based on our previous result, i.e., that the mortality of tadpoles 
at Gosner stage 25 or above was low in the absence of predation 
(Kaczmarek et al., 2018). The tadpole densities used in the experi-
ment were selected so as not to exceed the mean values reported 
for natural ponds (Gazzola & Van Buskirk, 2015; Loman, 2004). 
However, B. bufo densities in single-species treatments were occa-
sionally higher, as tadpoles of this species often form large and dense 
aggregations (Watt et al., 1997); this was intended to reflect densi-
ties within aggregations rather than on the scale of a whole pond.

The tadpoles used in the experiment originated from am-
plexed pairs of B. bufo and R. temporaria collected from ponds in 
Wielkopolska province (NW Poland) and housed for approximately 
1 week in separate pens, 1 m3, partially submerged in water. The 
obtained egg masses and hatched larvae remained there until B. 
bufo tadpoles reached Gosner stage 25. At this stage, the tad-
poles were collected (tadpoles of R. temporaria were slightly larger 

F I G U R E  1   Species used in the study: 
(a) common toad Bufo bufo (early tadpole 
stage, chemically defended prey); (b) 
common frog Rana temporaria (early 
tadpole stage, undefended prey); (c) 
common carp Cyprinus carpio (predator). 
The images are not to scale
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than those of B. bufo as a result of hatching earlier in the season), 
randomly assigned to treatments, and stocked into experimental 
enclosures. All anurans used in the study were later returned to 
their original habitats. The fish used in the experiment originated 
from semi-natural ponds and had no experience with anuran tad-
poles as prey. For one week prior to the experiment, the fish were 
kept indoors in large fiberglass tanks and provided ad libitum 
with commercial fish feed (pellets: 35% total protein, 9% crude 
lipid) that was also later used during the experiment. Individual 
fish were placed singly in experimental enclosures one day after 
the enclosures were stocked with tadpoles. Apart from the feed, 
the fish could also forage on the natural invertebrate prey present 
in the substrate and in the water column. The mean increases in 
total fish body length in the low- and high-food treatments during 
the experiment were measured in 2018, equaling 18% and 31%, 
respectively. The enclosures were stocked in early May of each 
year (range: 5–12 May), and the metamorphs were collected after 
4–5 weeks. The emerging metamorphs (Gosner stage 46) were 
collected by dip netting and were counted and weighed to the 
nearest 0.01 g. The individuals that failed to complete metamor-
phosis during the experiment were included in the analysis of sur-
vival but not that of body mass.

The study was conducted over three consecutive years, in uni-
form environmental conditions. During each year of the research, 
Experiment 1 and Experiment 2 were conducted in different ponds. 
Numbers of replicates were uneven between treatments and sea-
sons. Most replicates were performed in 2017 and 2018; four rep-
licates for each experiment were carried out in 2016. Moreover, 
in 2017 and 2018, marsh frogs Pelophylax ridibundus oviposited in 
several of the ponds and, as some spawn remained undetected, the 
freshly hatched tadpoles were able to intrude, entering the enclo-
sures through the mesh walls; the invaded enclosures were excluded 
from the data analysis. However, we believe that the unbalanced 
design of the experiments should not greatly affect the results; 
since we were investigating tadpole survival along density gradients 
and not across categorical levels (except for the manipulation of al-
ternative nontadpole food availability for fish predators), we were 
more interested in obtaining a broad gradient of different densities 
or proportions of defended/undefended tadpoles than in complete 
replication of all treatment combinations. The final analyses were 
performed on a set of 17 (Experiment 1) and 48 (Experiment 2) en-
closures. The details on the final allocation of treatments and sample 
sizes are presented in Table 1.

Mixed models were applied throughout to control for noninde-
pendence of data (e.g., the use of multiple enclosures per pond) and 
to compensate for the unbalanced dataset. Variance components 
were estimated by the restricted maximum-likelihood (REML) proce-
dure; REML is better suited for the analysis of unbalanced data than 
conventional analysis of variance (Patterson & Thompson, 1971). 
Survival of B. bufo tadpoles to metamorphosis was compared be-
tween treatments using generalized linear mixed models (GLMMs) 
with a logit link and binomial distribution. The number of survivors 
was treated as a binomial response; the initial number of B. bufo 

tadpoles constituted the binomial denominator. In all models, the 
availability of alternative nontadpole food (low vs. high food) was 
entered as a fixed factor. The other fixed terms, which were treated 
as continuous variables, were the initial number of B. bufo tadpoles 
per enclosure in the models of the single-species system (B. bufo 
only) and the initial relative density of B. bufo in the tadpole commu-
nity in the two-species prey system (with R. temporaria). The initial 
relative density was expressed as the proportion of B. bufo tadpoles 
in the initial total number of tadpoles. Since replicates within ponds 
and years were not entirely independent, the pond and year were 
entered as random factors. In the two-species prey systems, we also 
evaluated the survival of R. temporaria to metamorphosis in relation 
to the relative density of B. bufo in the tadpole community. However, 
survival was modeled only for the high-food treatments, since no 
R. temporaria metamorphs emerged from the enclosures when low 
levels of nontadpole food were available to fish (see Section 3).

The factors affecting B. bufo mass at metamorphosis were ana-
lyzed using a GLMM with a normal distribution and an identity-link 
function. The model contained the same set of fixed and random 
terms as the respective survivorship models, but the enclosure vari-
able was nested within the pond variable as a random factor to ac-
count for the lack of independence within the enclosures. To adjust 
for potential effects of population thinning on mass at metamorpho-
sis, final B. bufo density was entered in the analysis of the two-spe-
cies prey system but not of the single-species prey system, since the 
densities of surviving B. bufo metamorphs were strongly intercor-
related with both the initial tadpole densities and the availability of 
alternative food for fish.

Interactions between the level of alternative food for fish and B. 
bufo density (proportion) were initially included in the models, but 
removed where nonsignificant to increase model stability; for tad-
pole survival, models with interactions did not converge. The analy-
ses were performed in GenStat 15.0 (VSN, Hemel Hempstead, UK).

3  | RESULTS

When B. bufo tadpoles were reared in a single-species prey system, 
their survival to metamorphosis was positively related to both the 
availability of alternative nontadpole food and initial tadpole density 
(Table 2; Figure 2). In the two-species prey system, B. bufo survival 
was highly positively related to the availability of alternative nontad-
pole food and to the initial density of the species relative to R. tem-
poraria (Table 2; Figure 3). The availability of alternative nontadpole 
food was decisive for the survival of R. temporaria since no tadpoles 
of this species survived to metamorphosis in the low-food enclo-
sures. In the high-food treatment, R. temporaria survival increased 
with the increasing relative proportion of B. bufo (F = 18.32, df = 1, 
18.8, p < .001; effect size: 16.49 ± SE 3.85).

The B. bufo mass at metamorphosis was higher in the high-food 
enclosures than in low-food enclosures (Table 3; Figures 4 and 5). 
However, neither the effect of the initial density of conspecifics in 
the single-species prey system nor the effect of the initial relative 
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density of the B. bufo tadpoles in the two-species prey system was 
significant (Table 3).

4  | DISCUSSION

We tested the survival of moderately chemically defended apose-
matic prey following approximately one month of cohabitation with 
a predator under varying conditions of prey density and predator's 

physiological state. The advantage of the long duration of the ex-
periment is that it makes it possible for a wide array of learning 
processes, such as long-term habituation of predator and prey and 
predator learning, to influence predator–prey interactions, given 
that experience-based responses of this kind will not emerge during 

System Fixed factor F df p Effect (SE)

Single-species prey 
(B. bufo)

Abundance of alternative 
food

12.09 1, 12.3 .004 2.787 (0.802)

Initial absolute density of 
B. bufo

6.08 1, 13.8 .027 0.052 (0.021)

Two-species prey 
B. bufo with 
R. temporaria)

Abundance of alternative 
food

10.07 1, 45.0 .003 1.770 (0.558)

Initial relative density of 
B. bufo

4.40 1, 45.0 .042 2.698 (1.286)

Note: Availability of alternative nontadpole food for fish (low vs. high) was used as a proxy for 
the hunger state of the predator, and the initial absolute density of B. bufo (in single-species prey 
system) and the initial relative density of B. bufo (in two-species prey system) were fixed terms. The 
pond and year were included as random factors. GLMM coefficients are reported with standard 
errors; for the level of alternative food (categorical factor), the standard errors of differences are 
presented.

TA B L E  2   GLMM (binomial error 
structure, logit link) results for the fixed 
factors affecting B. bufo tadpole survival 
to metamorphosis in the presence of fish

F I G U R E  2   Survival to metamorphosis of moderately chemically 
defended B. bufo tadpoles along the gradient of the initial absolute 
densities of conspecifics in experimental enclosures with fish 
predators. Data points are individual replicates. Circles indicate 
enclosures with low (empty circles) or high (filled circles) levels of 
alternative non-tadpole food (fish feed pellets) for the predator. 
The overlapping data points have been jittered. The graph is based 
on raw data; the line showing the effect of prey density is fitted 
using binomial regression

F I G U R E  3   Survival to metamorphosis of moderately chemically 
defended B. bufo tadpoles along the gradient of their initial 
relative density in two-species tadpole communities containing 
undefended, morphologically similar R. temporaria tadpoles, in 
experimental enclosures with a fish predator. Initial relative density 
is expressed as the proportion of B. bufo tadpoles to the total initial 
number of tadpoles. The initial absolute density of B. bufo was 
fixed across all treatments (30 tadpoles/enclosure). Data points are 
individual replicates. Circles indicate enclosures with low (empty 
circles) or high (filled circles) levels of alternative nontadpole 
food for the predator (fish feed pellets). The overlapping data 
points have been jittered. The graph was based on raw data; the 
line showing the effect of the relative density of the chemically 
defended species was fitted using binomial regression
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short trials aimed at assessing predator and prey behavior (Briggs & 
Borer, 2005; Turner, 1997). Since the long-term cumulative effect of 
predation shapes the survival of prey and drives the evolution of an-
tipredator adaptations, we believe that the results of this study are 
valid for natural ecosystems, where predation pressure is continuous 
and intense. However, we acknowledge that mesocosm experiments 
may extrapolate poorly to complex large-scale environments. The 
limited available space and simplified habitat structure in the en-
closures may have canceled the effects of species-specific tadpole 
antipredator behaviors (e.g., due to the lack of effective refuges); on 

the other hand, they should not have biased the effects of chemical 
defenses and density of prey. It should also be noted that the sim-
plified environment of the enclosures did not necessarily translate 
into very high predation pressure, as the fish used in the experiment 
are not specialized predators, but slow-moving omnivores that feed 
mainly in the bottom sediments (Sibbing, 1988).

In the single-species prey treatments, we observed increasing 
survival with increasing absolute density of B. bufo tadpoles. This 

System Fixed factor F df p Effect (SE)

Single-species 
prey (B. bufo)

Abundance of alternative 
food

12.28 1, 5.5 .015 64.71 (18.46)

Initial density of B. bufo 4.48 1, 9.5 .062 0.80 (0.34)

Two-species prey 
(B. bufo with R. 
temporaria)

Abundance of alternative 
food

5.87 1, 11.0 .034 88.53 (36.56)

Initial relative proportion 
of B. bufo

2.87 1, 14.4 .112 88.93 (52.52)

Final number of B. bufo 0.62 1, 10.1 .450 −1.530 (1.946)

Note: The availability of alternative nontadpole food for the fish (low vs. high) was used as a proxy 
for the hunger state of the predator, and the initial absolute density of B. bufo (in single-species 
prey system) and the initial relative density of B. bufo and the number of metamorphs (two-species 
prey system) were fixed terms. Year and enclosure nested within pond were included as random 
factors. GLMM coefficients are reported with standard errors; for the level of alternative food 
(categorical factor), the standard errors of the differences are presented. The interactions between 
alternative food level and density (or relative proportion) of B. bufo were nonsignificant and 
removed from the analyses (p ≥ .40).

TA B L E  3   GLMM (normal error 
structure, identity link) results for the 
fixed factors affecting B. bufo metamorph 
mass in the presence of fish

F I G U R E  4   Metamorph mass (mean ± SE) of B. bufo (N = 436) 
specimens along the gradient of their initial absolute density in 
experimental enclosures with common carp C. carpio. Lightly-
shaded bars indicate treatments with low levels of alternative 
(non-tadpole) food for fish, dark shaded bars indicate treatments 
with high levels of alternative food. Particular combinations of 
treatments are not represented because either some enclosures 
were excluded from the experiment, or very few tadpoles survived 
to metamorphosis (<3 metamorphs)

F I G U R E  5   Metamorph mass (mean ± SE) of B. bufo (N = 166) 
specimens along the gradient of their initial relative density in 
experimental tadpole communities with R. temporaria under 
predation pressure from the common carp C. carpio. Lightly-shaded 
bars indicate treatments with low levels of alternative (non-tadpole) 
food for fish, dark shaded bars indicate treatments with high levels 
of alternative food. Particular combinations of treatments are not 
represented because either some enclosures were excluded from 
the experiment, or very few tadpoles survived to metamorphosis 
(<3 metamorphs)
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aligns with the theoretical background suggesting that small chemi-
cally defended prey should occur at high densities or aggregate to ef-
ficiently benefit from their defenses (Sillén-Tullberg & Leimar, 1988), 
as well as previous experimental evidence showing that the survival 
of B. bufo tadpoles increases with group size (Watt et al., 1997). 
Here, we manipulated only the absolute density of the prey and did 
not directly control the prey aggregation behavior. However, we as-
sumed that in the confined space of the experimental enclosures, 
the predator was able to simultaneously detect a majority of the 
prey. Thus, the prey density was functionally equivalent to the prey 
aggregation as defined in most experimental studies (see Ruxton & 
Sherratt, 2006). Typically, if the defended prey is present in high den-
sities and/or is aggregated, a lower proportion experience mortality 
or injury as a result of sampling by the predator (Curley et al., 2015; 
Riipi et al., 2001). Although the absolute number of sampled individ-
uals may actually increase with prey abundance, the per capita mor-
tality is still expected to decrease due to dilution effect (Rowland 
et al., 2010; Watt et al., 1997). In the investigated system, tadpoles 
were subject to predation for a much longer period than in most 
experiments involving predation trials (e.g., Hatle & Salazar, 2001; 
Mappes & Alatalo, 1997; Sandre et al., 2010; Sillén-Tullberg, 1990). 
Therefore, we assumed that the fish predators had enough time to 
sample all individuals of the defended prey. Thus, we argue that 
the dilution effect alone is insufficient to explain the observed pat-
tern. Instead, we suggest that the results were genuinely caused by 
avoidance learning, that is, the fish learned about the prey defenses 
after sampling a number of chemically defended tadpoles and re-
frained from further sampling (“acquisition phase” and “asymptotic 
phase” of aversive learning, respectively; Skelhorn et al., 2016). The 
process of learning to avoid defended prey has been demonstrated 
in fish (Caller & Brown, 2013; Giménez-Casalduero et al., 1999; 
Glandt, 1984). Alternatively, the predators may continue to sample 
the defended prey, but sampling may become less detrimental (i.e., 
inflicting fewer injuries) to prey with growing predator experience, 
which correlates with prey density (Kruse & Stone, 1984; Nelson 
et al., 2010). Another explanation of the observed pattern that does 
not involve any changes in the foraging strategy of the predators 
could be that the crowding of B. bufo tadpoles drove an increase in 
their toxin levels in the high-density treatments, as shown by Bókony 
et al. (2018). However, the tadpole densities in our enclosures were 
much lower than in microcosms used by Bókony et al. (2018). Hence, 
we assume that the potential density-driven changes in toxin pro-
duction, even in the high-density treatments, were too small to ex-
plain the observed results. Additionally, the lack of density effects 
on the metamorph body mass suggested that intraspecific competi-
tion in B. bufo was low.

In treatments where B. bufo tadpoles were raised with unde-
fended R. temporaria tadpoles, we observed decreased survival of 
both species with decreasing relative density of B. bufo. This shows 
that the presence of undefended, roughly similar but nonmimetic 
heterospecifics can negatively affect the survival of the defended 
prey. The observed survival pattern contradicts the dilution effect, 
that is, the increased survival of the defended prey at overall high 

prey densities. We suspect that the presence of the undefended tad-
pole-shaped prey interfered with the avoidance learning strategy of 
the predator and degraded the protection of the defended tadpoles, 
as seen in Batesian mimicry systems (cf. Lindström et al., 1997). In 
general, the predators learn about prey defenses more quickly if 
the defended prey are easily distinguishable (hence the ubiquity 
of aposematic signaling) and frequently encountered (Gagliardo & 
Guilford, 1993; Roper & Wistow, 1986). The presence of undefended 
yet similar prey in the system weakens the “punishing effect” of at-
tacking defended prey (Lindström et al., 1997; Pfennig et al., 2001). 
The fish apparently did not refrain from consuming defended tad-
poles when they occurred at low relative densities. In turn, high rel-
ative density of the defended prey may benefit their undefended 
neighbors (Mappes et al., 1999), and lead to generalized avoidance 
of tadpole-shaped prey, at least when alternative food is abundant 
(Kaczmarek et al., 2018). It has been demonstrated that some pred-
ators use body shape as a complimentary cue to distinguish the 
defended prey, along with actual warning signals, such as color pat-
terns (Dolenská et al., 2009; Kauppinen & Mappes, 2003; Valkonen 
et al., 2011). The generalized avoidance (Kaczmarek et al., 2018; 
Nelson et al., 2010) or attraction (this study) toward tadpole prey 
suggests that similar mechanisms may also exist in fish. Basically, 
fish are able to taste and expectorate unpalatable prey (Kasumyan 
& Sidorov, 2010), resulting in selective consumption of undefended 
tadpoles (Nelson et al., 2011). However, the generalized attraction 
toward tadpole-shaped prey may affect prey handling behavior in 
fish—fish initially perceiving defended tadpoles as edible often kill 
them during handling, despite refusing them afterward (Kruse & 
Stone, 1984; Nomura et al., 2011).

In both experiments, the high availability of alternative nontad-
pole food for carp significantly increased survival of the B. bufo tad-
poles. A predator suffering nutrient deficiency is more likely to attack 
a defended prey item (Hileman et al., 1994; Nonacs, 1985), even if it 
is already aware of the defenses of the prey (Barnett et al., 2007). 
Thus, aposematic signaling of defenses, as well as mimicry, appears 
more likely to evolve in habitats rich in alternative nonmimetic prey 
that provide easy access to nutrients (Sherratt, 2003). As our results 
for the two-species prey system generally complied with the predic-
tions of Batesian mimicry, we could expect the hunger level of the 
predator and the relative density of the aposematic model species to 
interact. However, this was not the case, although the main effects 
were significant. This was presumably because of the dramatic ef-
fect of the predator hunger on the survival of both the defended and 
undefended prey (cf. Sandre et al., 2010).

Although the B. bufo survival patterns generally fit our predic-
tions of increased survival with increasing density (both absolute 
and relative to that of the undefended "mimics"), it must be men-
tioned that in several enclosures, the survival rates of the B. bufo 
tadpoles were unexpectedly low (i.e., null). As all fish used in the 
experiments were the same age, close in size, and tadpole-naïve, 
as well as similarly fed before entering the experiment, it seems 
that individual variation in fish personality or ability to metabolize 
toxins could have contributed to these differences. Fish are known 
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to exhibit varying levels of aggressiveness toward their potential 
amphibian prey (Winandy & Denoël, 2015). Thus, the individual 
traits of fish may play an important role in shaping their preda-
tion of the defended prey (Nyström & Åbjörnsson, 2000), as has 
been observed in birds (Bosque et al., 2018; Exnerová et al., 2010, 
2015). The abundance of nontadpole food also had a measur-
able effect on the B. bufo metamorph mass; heavier metamorphs 
emerged from the enclosures where the carp was provided with 
more fish feed. Fish may exert some indirect positive effects on 
tadpole and metamorph characteristics, such as by reducing com-
petition (population thinning; Relyea, 2007) and promoting algal 
growth by nutrient cycling, thus providing extra food resources 
for the anuran larvae (Benitez-Mandujano & Flores-Nava, 1997; 
Costa & Vonesh, 2013; Kloskowski, 2018); also, we cannot rule 
out a direct consumption of the fish feed by tadpoles. In our 
study, metamorph mass was positively but only marginally signifi-
cantly related to initial B. bufo density, indicating that intraspecific 
competition was not an important factor. The effect of tadpole 
density on metamorph mass is usually expected to be negative 
(Goater, 1994; Griffiths & Foster, 1998). However, evidence exists 
that toad tadpoles may also grow smaller when raised below some 
threshold density levels, with limited opportunities for social be-
havior (Wilbur, 1977; Yagi & Green, 2016).

The evolution of aposematism depends on a variety of factors 
extrinsic to the defended prey, including the state of the pred-
ator and the quality of habitat it shares with the prey (Mappes 
et al., 2005). Our findings showed that under conditions of 
long-lasting predation pressure, high densities of moderately de-
fended prey (which were presumably functionally equivalent to, or 
enhanced by, aggregation behavior) reduced their mortality levels. 
Intuitively, ample availability of alternative prey for the predator 
confers survival advantages to the defended prey, as confirmed 
by improved B. bufo survival in the treatments where the predator 
received additional nontadpole food. From the perspective of the 
evolution of aposematism, it is logical that the presence of alter-
native prey in general should promote the spread of aposematism 
(Sherratt, 2003). However, our results showed that the beneficial 
role of alternative prey may be at least partly reversed when a 
predator confuses the defended prey with the harmless prey. The 
resemblance between the defended and undefended prey in our 
study system could be treated as imperfect and accidental, with 
the undefended species lacking selection-driven imitation of the 
aposematic signal. Nevertheless, it inflicted substantial survival 
costs on the defended species. Our data indicated that if pred-
ators tend to broadly generalize prey characteristics, the occur-
rence of similarly shaped, undefended prey in the system may 
affect the initial stages of the evolution of aposematism through 
mimicry-like effects. If these effects are not offset by high den-
sities, strong defenses or unmistakable aposematic signal of the 
model species, facilitating prey discrimination by the predators 
(cf. Gamberale-Stille, 2001; Lindström et al., 2001; Skelhorn & 
Rowe, 2006), the spread and maintenance of the aposematic traits 
may be inhibited.

ACKNOWLEDG MENTS
The project was funded by Poznań University of Life Sciences Grant 
Program for Young Scientists awarded to J.M.K. in 2016 and 2019. We 
are grateful to K. Szala, P. Puślecki, P. Cudna, A. Flesch, M. Oźmiński, 
L. Wojtaszak, A. Zubkowska, E. Sokołowska, and M. Piasecka for 
their assistance during the experiment. Acknowledgment is made 
to Łukasz Dylewski for statistical help. The work with amphibians 
protected by law was enabled by regional conservation authorities 
(Permit No. WPN-II.6401.36.2016.AS.2).

CONFLIC T OF INTERE S T
The authors declare no conflict of interests.

AUTHOR CONTRIBUTION
Jan Marek Kaczmarek: Conceptualization (equal); Data cura-
tion (lead); Formal analysis (equal); Funding acquisition (equal); 
Investigation (equal); Methodology (equal); Writing-original draft 
(lead); Writing-review & editing (equal). Mikołaj Kaczmarski: 
Investigation (equal); Visualization (equal); Writing-review & edit-
ing (supporting). Jan Mazurkiewicz: Funding acquisition (support-
ing); Investigation (equal); Resources (equal); Writing-review & 
editing (supporting). Janusz Kloskowski: Conceptualization (equal); 
Formal analysis (lead); Investigation (equal); Methodology (equal); 
Supervision (lead); Validation (equal); Writing-original draft (equal); 
Writing-review & editing (equal).

DATA AVAIL ABILIT Y S TATEMENT
The data used for analyses provided in the article are available at 
Dryad under https://doi.org/10.5061/dryad.w9ghx 3fn2

ORCID
Jan M. Kaczmarek  https://orcid.org/0000-0002-4152-6928 

R E FE R E N C E S
Balon, E. K. (1995). Origin and domestication of the wild carp, Cyprinus 

carpio: From Roman gourmets to the swimming flowers. Aquaculture, 
129, 3–48. https://doi.org/10.1016/0044-8486(94)00227 -F

Barbosa, P., Hines, J., Kaplan, I., Martinson, H., Szczepaniec, A., & 
Szendrei, Z. (2009). Associational resistance and associational sus-
ceptibility: Having right or wrong neighbors. Annual Review of Ecology, 
Evolution, and Systematics, 40, 1–20. https://doi.org/10.1146/annur 
ev.ecols ys.110308.120242

Bardsley, L., & Beebee, T. J. C. (1998). Interspecific competition between 
larvae is not an important structuring force in mixed communities of 
Rana and Bufo on an English sand-dune system. Ecography, 21, 449–
456. https://doi.org/10.1111/j.1600-0587.1998.tb004 35.x

Barnett, C., Bateson, M., & Rowe, C. (2007). State-dependent decision 
making: Educated predators strategically trade off the costs and 
benefits of consuming aposematic prey. Behavioral Ecology, 18, 645–
651. https://doi.org/10.1093/behec o/arm027

Benitez-Mandujano, M. A., & Flores-Nava, A. (1997). Growth and 
metamorphosis of Rana catesbeiana (Shaw) tadpoles fed live and 
supplementary feed, using tilapia, Oreochromis niloticus (L.), as 
a biofertilizer. Aquaculture Research, 28, 481–488. https://doi.
org/10.1046/j.1365-2109.1997.00867.x

Bloxham, L., Bateson, M., Bedford, T., Brilot, B., & Nettle, D. (2014). The 
memory of hunger: Developmental plasticity of dietary selectivity in 

https://doi.org/10.5061/dryad.w9ghx3fn2
https://orcid.org/0000-0002-4152-6928
https://orcid.org/0000-0002-4152-6928
https://doi.org/10.1016/0044-8486(94)00227-F
https://doi.org/10.1146/annurev.ecolsys.110308.120242
https://doi.org/10.1146/annurev.ecolsys.110308.120242
https://doi.org/10.1111/j.1600-0587.1998.tb00435.x
https://doi.org/10.1093/beheco/arm027
https://doi.org/10.1046/j.1365-2109.1997.00867.x
https://doi.org/10.1046/j.1365-2109.1997.00867.x


13714  |     KACZMAREK Et Al.

the European starling, Sturnus vulgaris. Animal Behaviour, 91, 33–40. 
https://doi.org/10.1016/J.ANBEH AV.2014.02.025

Bókony, V., Üveges, B., Móricz, Á. M., & Hettyey, A. (2018). Competition 
induces increased toxin production in toad larvae without allelo-
pathic effects on heterospecific tadpoles. Functional Ecology, 32, 
667–675. https://doi.org/10.1111/1365-2435.12994

Bosque, R. J., Lawrence, J. P., Buchholz, R., Colli, G. R., Heppard, J., & 
Noonan, B. (2018). Diversity of warning signal and social interaction 
influences the evolution of imperfect mimicry. Ecology and Evolution, 
8, 7490–7499. https://doi.org/10.1002/ece3.4272

Briggs, C. J., & Borer, E. T. (2005). Why short-term experiments may not 
allow long-term predictions about intraguild predation. Ecological 
Applications, 15, 1111–1117. https://doi.org/10.1890/04-1776

Brodie, E. D., & Brodie, E. D. (1999). Predator-prey arms races. BioScience, 
49, 557–568. https://doi.org/10.2307/1313476

Caller, G., & Brown, C. (2013). Evolutionary responses to invasion: Cane 
toad sympatric fish show enhanced avoidance learning. PLoS One, 8, 
e54909. https://doi.org/10.1371/journ al.pone.0054909

Carle, T., & Rowe, C. (2014). Avian predators change their foraging 
strategy on defended prey when undefended prey are hard to find. 
Animal Behaviour, 93, 97–103. https://doi.org/10.1016/J.ANBEH 
AV.2014.04.030

Chatelain, M., Halpin, C. G., & Rowe, C. (2013). Ambient temperature 
influences birds’ decisions to eat toxic prey. Animal Behaviour, 86, 
733–740. https://doi.org/10.1016/j.anbeh av.2013.07.007

Costa, Z. J., & Vonesh, J. R. (2013). Prey subsidy or predator cue? Direct 
and indirect effects of caged predators on aquatic consumers and re-
sources. Oecologia, 173, 1481–1490. https://doi.org/10.1007/s0044 
2-013-2702-z

Curley, E. A. M., Rowley, H. E., & Speed, M. P. (2015). A field demon-
stration of the costs and benefits of group living to edible and de-
fended prey. Biology Letters, 11, 20150152. https://doi.org/10.1098/
rsbl.2015.0152

Dolenská, M., Nedvěd, O., Veselý, P., Tesařová, M., & Fuchs, R. (2009). 
What constitutes optical warning signals of ladybirds (Coleoptera: 
Coccinellidae) towards bird predators: Colour, pattern or general 
look? Biological Journal of the Linnean Society, 98, 234–242. https://
doi.org/10.1111/j.1095-8312.2009.01277.x

Exnerová, A., Ježová, D., Štys, P., Doktorovová, L., Rojas, B., & Mappes, 
J. (2015). Different reactions to aposematic prey in 2 geographically 
distant populations of great tits. Behavioral Ecology, 26, 1361–1370. 
https://doi.org/10.1093/behec o/arv086

Exnerová, A., Štys, P., Fučíková, E., Veselá, S., Svádová, K., Prokopová, M., 
Jarošík, V., Fuchs, R., & Landová, E. (2007). Avoidance of aposematic 
prey in European tits (Paridae): Learned or innate? Behavioral Ecology, 
18, 148–156. https://doi.org/10.1093/behec o/arl061

Exnerová, A., Svádová, K. H., Fučíková, E., Drent, P., & Štys, P. (2010). 
Personality matters: individual variation in reactions of naive bird 
predators to aposematic prey. Proceedings of the Royal Society B: 
Biological Sciences, 277, 723–728.

Fisher, R. (1930). The genetical theory of natural selection. Clarendon.
Gagliardo, A., & Guilford, T. (1993). Why do warning-coloured prey live 

gregariously? Proceedings of the Royal Society B: Biological Sciences, 
251, 69–74. https://doi.org/10.1098/rspb.1993.0010

Gamberale, G., & Tullberg, B. S. (1996). Evidence for a more effective 
signal in aggregated aposematic prey. Animal Behaviour, 52, 597–601. 
https://doi.org/10.1006/ANBE.1996.0200

Gamberale, G., & Tullberg, B. S. (1998). Aposematism and gregarious-
ness: The combined effect of group size and coloration on signal re-
pellence. Proceedings of the Royal Society of London. Series B: Biological 
Sciences, 265, 889–894. https://doi.org/10.1098/rspb.1998.0374

Gamberale-Stille, G. (2001). Benefit by contrast: An experiment with 
live aposematic prey. Behavioral Ecology, 12, 768–772. https://doi.
org/10.1093/behec o/12.6.768

Gamberale-Stille, G., & Guilford, T. (2004). Automimicry destabilizes 
aposematism: Predator sample-and-reject behaviour may provide a 
solution. Proceedings of the Royal Society of London. Series B: Biological 
Sciences, 271, 2621–2625. https://doi.org/10.1098/rspb.2004.2893

Garcia-Porta, J., Litvinchuk, S. N., Crochet, P. A., Romano, A., Geniez, 
P. H., Lo-Valvo, M., Lymberakis, P., & Carranza, S. (2012). Molecular 
phylogenetics and historical biogeography of the west-pale-
arctic common toads (Bufo bufo species complex). Molecular 
Phylogenetics and Evolution, 63, 113–130. https://doi.org/10.1016/j.
ympev.2011.12.019

Gazzola, A., & Van Buskirk, J. (2015). Isocline analysis of competition pre-
dicts stable coexistence of two amphibians. Oecologia, 178, 153–159. 
https://doi.org/10.1007/s0044 2-015-3273-y

Giménez-Casalduero, F., Thacker, R. W., & Paul, V. J. (1999). Association 
of color and feeding deterrence by tropical reef fishes. Chemoecology, 
9, 33–39. https://doi.org/10.1007/s0004 90050031

Glandt, D. (1983). Experiments on the prey-predator relationship be-
tween sticklebacks, Gasterosteus aculeatus L. and Pungitius pungitius 
L. (Teleostei), and common frog larvae, Rana temporaria L. (Amphibia). 
Zoologischer Anzeiger, 211, 277–284.

Glandt, D. (1984). Laboratory experiment on the prey-predator rela-
tionship between three-spined sticklebacks, Gasterosteus aculea-
tus L. (Teleostei), and common toad larvae, Bufo bufo L. (Amphibia). 
Zoologischer Anzeiger, 213, 12–16.

Goater, C. P. (1994). Growth and survival of postmetamorphic toads: 
Interactions among larval history, density, and parasitism. Ecology, 
75, 2264–2274. https://doi.org/10.2307/1940882

Greenwood, J. D., Cotton, P. A., & Wilson, D. M. (1989). Frequency-
dependent selection on aposematic prey: Some experiments. 
Biological Journal of the Linnean Society, 36, 213–226. https://doi.
org/10.1111/j.1095-8312.1989.tb004 91.x

Griffiths, R. A., & Foster, J. P. D. (1998). The effect of social interactions 
on tadpole activity and growth in the British anuran amphibians (Bufo 
bufo, B. calamita, and Rana temporaria). Journal of Zoology, 245, 431–
437. https://doi.org/10.1111/j.1469-7998.1998.tb001 17.x

Guilford, T. (1990). The secrets of aposematism: Unlearned responses to 
specific colours and patterns. Trends in Ecology & Evolution, 5, 323. 
https://doi.org/10.1016/0169-5347(90)90177 -F

Halpin, C. G., Skelhorn, J., & Rowe, C. (2014). Increased predation of 
nutrient-enriched aposematic prey. Proceedings of the Royal Society 
B: Biological Sciences, 281, 20133255. https://doi.org/10.1098/
rspb.2013.3255

Halpin, C. G., Skelhorn, J., Rowe, C., Ruxton, G. D., & Higginson, A. D. 
(2017). The impact of detoxification costs and predation risk on for-
aging: Implications for mimicry dynamics. PLoS One, 12, e0169043. 
https://doi.org/10.1371/journ al.pone.0169043

Hatle, J. D., & Salazar, B. A. (2001). Aposematic coloration of gregarious 
insects can delay predation by an ambush predator. Environmental 
Entomology, 30, 51–54. https://doi.org/10.1603/0046-225X-30.1.51

Hileman, K. S., Brodie, E. D., & Formanowicz, D. R. (1994). Avoidance 
of unpalatable prey by predaceous diving beetle larvae: The role 
of hunger level and experience (Coleoptera: Dytiscidae). Journal of 
Insect Behavior, 8, 241–249. https://doi.org/10.1007/BF019 88908

Holt, R. D., & Kotler, B. P. (1987). Short-term apparent competition. 
American Naturalist, 130, 412–430. https://doi.org/10.1086/284718

Hotová Svádová, K., Exnerová, A., & Štys, P. (2014). Gregariousness as 
a defence strategy of moderately defended prey: Experiments with 
Pyrrhocoris apterus and avian predators. Behaviour, 151, 1617–1640. 
https://doi.org/10.1163/15685 39X-00003208

Indermaur, L., Schaub, M., Jokela, J., Tockner, K., & Schmidt, B. R. 
(2010). Differential response to abiotic conditions and preda-
tion risk rather than competition avoidance determine breeding 
site selection by anurans. Ecography, 33, 887–895. https://doi.
org/10.1111/j.1600-0587.2010.06150.x

https://doi.org/10.1016/J.ANBEHAV.2014.02.025
https://doi.org/10.1111/1365-2435.12994
https://doi.org/10.1002/ece3.4272
https://doi.org/10.1890/04-1776
https://doi.org/10.2307/1313476
https://doi.org/10.1371/journal.pone.0054909
https://doi.org/10.1016/J.ANBEHAV.2014.04.030
https://doi.org/10.1016/J.ANBEHAV.2014.04.030
https://doi.org/10.1016/j.anbehav.2013.07.007
https://doi.org/10.1007/s00442-013-2702-z
https://doi.org/10.1007/s00442-013-2702-z
https://doi.org/10.1098/rsbl.2015.0152
https://doi.org/10.1098/rsbl.2015.0152
https://doi.org/10.1111/j.1095-8312.2009.01277.x
https://doi.org/10.1111/j.1095-8312.2009.01277.x
https://doi.org/10.1093/beheco/arv086
https://doi.org/10.1093/beheco/arl061
https://doi.org/10.1098/rspb.1993.0010
https://doi.org/10.1006/ANBE.1996.0200
https://doi.org/10.1098/rspb.1998.0374
https://doi.org/10.1093/beheco/12.6.768
https://doi.org/10.1093/beheco/12.6.768
https://doi.org/10.1098/rspb.2004.2893
https://doi.org/10.1016/j.ympev.2011.12.019
https://doi.org/10.1016/j.ympev.2011.12.019
https://doi.org/10.1007/s00442-015-3273-y
https://doi.org/10.1007/s000490050031
https://doi.org/10.2307/1940882
https://doi.org/10.1111/j.1095-8312.1989.tb00491.x
https://doi.org/10.1111/j.1095-8312.1989.tb00491.x
https://doi.org/10.1111/j.1469-7998.1998.tb00117.x
https://doi.org/10.1016/0169-5347(90)90177-F
https://doi.org/10.1098/rspb.2013.3255
https://doi.org/10.1098/rspb.2013.3255
https://doi.org/10.1371/journal.pone.0169043
https://doi.org/10.1603/0046-225X-30.1.51
https://doi.org/10.1007/BF01988908
https://doi.org/10.1086/284718
https://doi.org/10.1163/1568539X-00003208
https://doi.org/10.1111/j.1600-0587.2010.06150.x
https://doi.org/10.1111/j.1600-0587.2010.06150.x


     |  13715KACZMAREK Et Al.

Jones, R. S., Davis, S. C., & Speed, M. P. (2013). Defence cheats can de-
grade protection of chemically defended prey. Ethology, 119, 52–57. 
https://doi.org/10.1111/eth.12036

Kaczmarek, J. M., Kaczmarski, M., Mazurkiewicz, J., & Kloskowski, J. 
(2018). A matter of proportion? Associational effects in larval anuran 
communities under fish predation. Oecologia, 187, 745–753. https://
doi.org/10.1007/s0044 2-018-4141-3

Kasumyan, A. O., & Sidorov, S. S. (2010). The effect of starvation on taste 
preferences and testing behavior of food items in the carp Cyprinus 
carpio. Journal of Ichthyology, 50, 330–341. https://doi.org/10.1134/
S0032 94521 0040065

Kauppinen, J., & Mappes, J. (2003). Why are wasps so intimidating: Field 
experiments on hunting dragonflies (Odonata: Aeshna grandis). Animal 
Behaviour, 66, 505–511. https://doi.org/10.1006/ANBE.2003.2225

Kikuchi, D. W., & Pfennig, D. W. (2013). Imperfect mimicry and the limits 
of natural selection. Quarterly Review of Biology, 88, 297–315. https://
doi.org/10.1086/673758

Kloskowski, J. (2011). Impact of common carp Cyprinus carpio on aquatic 
communities: Direct trophic effects versus habitat deterioration. 
Fundamental and Applied Limnology, 178, 245–255. https://doi.
org/10.1127/1863-9135/2011/0178-0245

Kloskowski, J. (2018). Total non-consumptive effects of fish on Pelobates 
fuscus and Hyla orientalis tadpoles in pond enclosure experiments. 
Zoological Science, 35, 528. https://doi.org/10.2108/zs180036

Kokko, H., Mappes, J., & Lindström, L. (2003). Alternative prey 
can change model-mimic dynamics between parasitism 
and mutualism. Ecology Letters, 6, 1068–1076. https://doi.
org/10.1046/j.1461-0248.2003.00532.x

Kowalski, K., Marciniak, P., Rosiński, G., & Rychlik, L. (2018). Toxic activ-
ity and protein identification from the parotoid gland secretion of the 
common toad Bufo bufo. Comparative Biochemistry and Physiology Part 
C: Toxicology & Pharmacology, 205, 43–52. https://doi.org/10.1016/J.
CBPC.2018.01.004

Kruse, K. C., & Stone, B. M. (1984). Largemouth bass (Micropterus sal-
moides) learn to avoid feeding on toad (Bufo) tadpoles. Animal 
Behaviour, 32, 1035–1039. https://doi.org/10.1016/S0003 
-3472(84)80218 -3

Laurila, A. (1998). Breeding habitat selection and larval performance 
of two anurans in freshwater rock-pools. Ecography, 21, 484–494. 
https://doi.org/10.1111/j.1600-0587.1998.tb004 40.x

Laurila, A. (2000). Behavioural responses to predator chemi-
cal cues and local variation in antipredator performance in 
Rana temporaria tadpoles. Oikos, 88, 159–168. https://doi.
org/10.1034/j.1600-0706.2000.880118.x

Laurila, A., & Aho, T. (1997). Do female common frogs choose their 
breeding habitat to avoid predation on tadpoles? Oikos, 78, 585–591. 
https://doi.org/10.2307/3545621

Lehtonen, J., & Jaatinen, K. (2016). Safety in numbers: The dilution ef-
fect and other drivers of group life in the face of danger. Behavioral 
Ecology and Sociobiology, 70, 449–458. https://doi.org/10.1007/
s0026 5-016-2075-5

Lindström, L., Alatalo, R. V., Lyytinen, A., & Mappes, J. (2001). Strong an-
tiapostatic selection against novel rare aposematic prey. Proceedings 
of the National Academy of Sciences, 98, 9181–9184. https://doi.
org/10.1073/pnas.16107 1598

Lindström, L., Alatalo, R. V., Lyytinen, A., & Mappes, J. (2004). The ef-
fect of alternative prey on the dynamics of imperfect Batesian 
and Müllerian mimicries. Evolution, 58, 1294–1302. https://doi.
org/10.1111/j.0014-3820.2004.tb017 08.x

Lindström, L., Alatalo, R. V., & Mappes, J. (1997). Imperfect Batesian 
mimicry—The effects of the frequency and the distastefulness of the 
model. Proceedings of the Royal Society of London. Series B: Biological 
Sciences, 264, 149–153. https://doi.org/10.1098/rspb.1997.0022

Lindström, L., Alatalo, R. V., & Mappes, J. (1999). Reactions of hand-reared 
and wild-caught predators toward warningly colored, gregarious, 

and conspicuous prey. Behavioral Ecology, 10, 317–322. https://doi.
org/10.1093/behec o/10.3.317

Loman, J. (2004). Density regulation in tadpoles of Rana temporaria: 
A full pond field experiment. Ecology, 85, 1611–1618. https://doi.
org/10.1890/03-0179

Mappes, J., & Alatalo, R. V. (1997). Effects of novelty and gregarious-
ness in survival of aposematic prey. Behavioral Ecology, 8, 174–177. 
https://doi.org/10.1093/behec o/8.2.174

Mappes, J., Marples, N., & Endler, J. A. (2005). The complex business of 
survival by aposematism. Trends in Ecology & Evolution, 20, 598–603. 
https://doi.org/10.1016/J.TREE.2005.07.011

Mappes, J., Tuomi, J., & Alatalo, R. V. (1999). Do palatable prey bene-
fit from aposematic neighbors? Écoscience, 6, 159–162. https://doi.
org/10.1080/11956 860.1999.11682516

Nelson, D. W. M., Crossland, M. R., & Shine, R. (2010). Indirect ecologi-
cal impacts of an invasive toad on predator–prey interactions among 
native species. Biological Invasions, 12, 3363–3369. https://doi.
org/10.1007/s1053 0-010-9729-4

Nelson, D. W. M., Crossland, M. R., & Shine, R. (2011). Foraging re-
sponses of predators to novel toxic prey: Effects of predator learn-
ing and relative prey abundance. Oikos, 120, 152–158. https://doi.
org/10.1111/j.1600-0706.2010.18736.x

Nomura, F., do Prado, V. H. M., da Silva, F. R., Borges, R. E., Dias, N. Y. 
N., & Rossa-Feres, D. D. C. (2011). Are you experienced? Predator 
type and predator experience trade-offs in relation to tadpole 
mortality rates. Journal of Zoology, 284, 144–150. https://doi.
org/10.1111/j.1469-7998.2011.00791.x

Nonacs, P. (1985). Foraging in a dynamic mimicry complex. American 
Naturalist, 126, 165–180. https://doi.org/10.1086/284407

Nyström, P., & Åbjörnsson, K. (2000). Effects of fish chemical cues on 
the interactions between tadpoles and crayfish. Oikos, 88, 181–190. 
https://doi.org/10.1034/j.1600-0706.2000.880120.x

Patterson, H. D., & Thompson, R. (1971). Recovery of inter-block in-
formation when block sizes are unequal. Biometrika, 58, 545–554. 
https://doi.org/10.1093/biome t/58.3.545

Petranka, J. W., & Kennedy, C. A. (1999). Pond tadpoles with generalized 
morphology: Is it time to reconsider their functional roles in aquatic 
communities? Oecologia, 120, 621–631. https://doi.org/10.1007/
s0044 20050898

Pfennig, D. W., Harcombe, W. R., & Pfennig, K. S. (2001). Frequency-
dependent Batesian mimicry. Nature, 410, 323. https://doi.
org/10.1038/35066628

Relyea, R. A. (2007). Getting out alive: How predators affect the de-
cision to metamorphose. Oecologia, 152, 389–400. https://doi.
org/10.1007/s0044 2-007-0675-5

Riipi, M., Alatalo, R. V., Lindström, L., & Mappes, J. (2001). Multiple bene-
fits of gregariousness cover detectability costs in aposematic aggre-
gations. Nature, 413, 512–514. https://doi.org/10.1038/35097061

Roper, T. J., & Wistow, R. (1986). Aposematic colouration and avoidance 
learning in chicks. Quarterly Journal of Experimental Psychology Section 
B, 38, 141–149. https://doi.org/10.1080/14640 74860 8402225

Rowland, H. M., Fulford, A. J. T., & Ruxton, G. D. (2017). Predator learn-
ing differences affect the survival of chemically defended prey. 
Animal Behaviour, 124, 65–74. https://doi.org/10.1016/J.ANBEH 
AV.2016.11.029

Rowland, H. M., Mappes, J., Ruxton, G. D., & Speed, M. P. (2010). Mimicry 
between unequally defended prey can be parasitic: Evidence for 
quasi-Batesian mimicry. Ecology Letters, 13, 1494–1502. https://doi.
org/10.1111/j.1461-0248.2010.01539.x

Rowland, H. M., Ruxton, G. D., & Skelhorn, J. (2013). Bitter taste en-
hances predatory biases against aggregations of prey with warning 
coloration. Behavioral Ecology, 24, 942–948. https://doi.org/10.1093/
behec o/art013

Rowland, H. M., Wiley, E., Ruxton, G. D., Mappes, J., & Speed, M. P. 
(2010). When more is less: The fitness consequences of predators 

https://doi.org/10.1111/eth.12036
https://doi.org/10.1007/s00442-018-4141-3
https://doi.org/10.1007/s00442-018-4141-3
https://doi.org/10.1134/S0032945210040065
https://doi.org/10.1134/S0032945210040065
https://doi.org/10.1006/ANBE.2003.2225
https://doi.org/10.1086/673758
https://doi.org/10.1086/673758
https://doi.org/10.1127/1863-9135/2011/0178-0245
https://doi.org/10.1127/1863-9135/2011/0178-0245
https://doi.org/10.2108/zs180036
https://doi.org/10.1046/j.1461-0248.2003.00532.x
https://doi.org/10.1046/j.1461-0248.2003.00532.x
https://doi.org/10.1016/J.CBPC.2018.01.004
https://doi.org/10.1016/J.CBPC.2018.01.004
https://doi.org/10.1016/S0003-3472(84)80218-3
https://doi.org/10.1016/S0003-3472(84)80218-3
https://doi.org/10.1111/j.1600-0587.1998.tb00440.x
https://doi.org/10.1034/j.1600-0706.2000.880118.x
https://doi.org/10.1034/j.1600-0706.2000.880118.x
https://doi.org/10.2307/3545621
https://doi.org/10.1007/s00265-016-2075-5
https://doi.org/10.1007/s00265-016-2075-5
https://doi.org/10.1073/pnas.161071598
https://doi.org/10.1073/pnas.161071598
https://doi.org/10.1111/j.0014-3820.2004.tb01708.x
https://doi.org/10.1111/j.0014-3820.2004.tb01708.x
https://doi.org/10.1098/rspb.1997.0022
https://doi.org/10.1093/beheco/10.3.317
https://doi.org/10.1093/beheco/10.3.317
https://doi.org/10.1890/03-0179
https://doi.org/10.1890/03-0179
https://doi.org/10.1093/beheco/8.2.174
https://doi.org/10.1016/J.TREE.2005.07.011
https://doi.org/10.1080/11956860.1999.11682516
https://doi.org/10.1080/11956860.1999.11682516
https://doi.org/10.1007/s10530-010-9729-4
https://doi.org/10.1007/s10530-010-9729-4
https://doi.org/10.1111/j.1600-0706.2010.18736.x
https://doi.org/10.1111/j.1600-0706.2010.18736.x
https://doi.org/10.1111/j.1469-7998.2011.00791.x
https://doi.org/10.1111/j.1469-7998.2011.00791.x
https://doi.org/10.1086/284407
https://doi.org/10.1034/j.1600-0706.2000.880120.x
https://doi.org/10.1093/biomet/58.3.545
https://doi.org/10.1007/s004420050898
https://doi.org/10.1007/s004420050898
https://doi.org/10.1038/35066628
https://doi.org/10.1038/35066628
https://doi.org/10.1007/s00442-007-0675-5
https://doi.org/10.1007/s00442-007-0675-5
https://doi.org/10.1038/35097061
https://doi.org/10.1080/14640748608402225
https://doi.org/10.1016/J.ANBEHAV.2016.11.029
https://doi.org/10.1016/J.ANBEHAV.2016.11.029
https://doi.org/10.1111/j.1461-0248.2010.01539.x
https://doi.org/10.1111/j.1461-0248.2010.01539.x
https://doi.org/10.1093/beheco/art013
https://doi.org/10.1093/beheco/art013


13716  |     KACZMAREK Et Al.

attacking more unpalatable prey when more are presented. Biology 
Letters, 6, 732–735. https://doi.org/10.1098/rsbl.2010.0207

Ruxton, G. D., & Sherratt, T. N. (2006). Aggregation, defence and warning 
signals: The evolutionary relationship. Proceedings of the Royal Society 
B: Biological Sciences, 273, 2417–2424. https://doi.org/10.1098/
rspb.2006.3570

Ruxton, G. D., Sherratt, T. N., & Speed, M. P. (2004). Avoiding attack: The 
evolutionary of ecology of crypsis, warning signals and mimicry. Oxford 
University Press.

Sandre, S. L., Stevens, M., & Mappes, J. (2010). The effect of pred-
ator appetite, prey warning coloration and luminance on pred-
ator foraging decisions. Behaviour, 147, 1121–1143. https://doi.
org/10.1163/00057 9510X 507001

Sherratt, T. N. (2002). The evolution of imperfect mimicry. Behavioral 
Ecology, 13, 821–826. https://doi.org/10.1093/behec o/13.6.821

Sherratt, T. N. (2003). State-dependent risk-taking by predators in 
systems with defended prey. Oikos, 103, 93–100. https://doi.
org/10.1034/j.1600-0706.2003.12576.x

Sherratt, T. N., Speed, M. P., & Ruxton, G. D. (2004). Natural selection 
on unpalatable species imposed by state-dependent foraging be-
haviour. Journal of Theoretical Biology, 228, 217–226. https://doi.
org/10.1016/j.jtbi.2003.12.009

Sibbing, F. A. (1988). Specialization and limitations in the utilization of 
food resources by the carp, Cyprinus carpio: A study on oral food 
processing. Environmental Biology of Fishes, 22, 161–178. https://doi.
org/10.1007/BF000 05379

Sillén-Tullberg, B. (1990). Do predators avoid groups of aposematic prey? 
An experimental test. Animal Behaviour, 40, 856–860. https://doi.
org/10.1016/S0003 -3472(05)80986 -8

Sillén-Tullberg, B., & Leimar, O. (1988). The evolution of gregarious-
ness in distasteful insects as a defense against predators. American 
Naturalist, 132, 723–734. https://doi.org/10.1086/284884

Sillero, N., Campos, J., Bonardi, A., Corti, C., Creemers, R., Crochet, P.-
A., Crnobrnja Isailović, J., Denoël, M., Ficetola, G. F., Gonçalves, J., 
Kuzmin, S., Lymberakis, P., de Pous, P., Rodríguez, A., Sindaco, R., 
Speybroeck, J., Toxopeus, B., Vieites, D. R., & Vences, M. (2014). 
Updated distribution and biogeography of amphibians and reptiles of 
Europe. Amphibia-Reptilia, 35, 1–31. https://doi.org/10.1163/15685 
381-00002935

Skelhorn, J., Halpin, C. G., & Rowe, C. (2016). Learning about aposematic 
prey. Behavioral Ecology, 27, 955–964. https://doi.org/10.1093/
behec o/arw009

Skelhorn, J., & Rowe, C. (2006). Taste-rejection by predators and the evo-
lution of unpalatability in prey. Behavioral Ecology and Sociobiology, 
60, 550–555. https://doi.org/10.1007/s0026 5-006-0199-8

Sparks, T., Tryjanowski, P., Cooke, A., Crick, H., & Kuźniak, S. (2007). 
Vertebrate phenology at similar latitudes: Temperature responses 
differ between Poland and the United Kingdom. Climate Research, 
34, 93–98. https://doi.org/10.3354/cr034093

Stamper, C. E., Downie, J. R., Stevens, D. J., & Monaghan, P. (2009). The 
effects of perceived predation risk on pre- and post-metamorphic 
phenotypes in the common frog. Journal of Zoology, 277, 205–213. 
https://doi.org/10.1111/j.1469-7998.2008.00526.x

Svádová, K., Exnerová, A., Štys, P., Landová, E., Valenta, J., Fučíková, 
A., & Socha, R. (2009). Role of different colours of aposematic in-
sects in learning, memory and generalization of naïve bird predators. 
Animal Behaviour, 77, 327–336. https://doi.org/10.1016/j.anbeh 
av.2008.09.034

Turner, A. M. (1997). Contrasting short-term and long-term effects of 
predation risk on consumer habitat use and resources. Behavioral 
Ecology, 8, 120–125. https://doi.org/10.1093/behec o/8.2.120

Turner, J. R. G., & Speed, M. P. (1999). How weird can mimicry get? 
Evolutionary Ecology, 13, 807–827. https://doi.org/10.1023/A:10108 
56716448

Underwood, N., Inouye, B. D., & Hambäck, P. A. (2014). A conceptual 
framework for associational effects: When do neighbors matter and 
how would we know? Quarterly Review of Biology, 89, 1–19. https://
doi.org/10.1086/674991

Üveges, B., Szederkényi, M., Mahr, K., Móricz, Á. M., Krüzselyi, D., 
Bókony, V., Hoi, H., & Hettyey, A. (2019). Chemical defense of toad 
tadpoles under risk by four predator species. Ecology and Evolution, 9, 
6287–6299. https://doi.org/10.1002/ece3.5202

Valkonen, J. K., Nokelainen, O., & Mappes, J. (2011). Antipredatory func-
tion of head shape for vipers and their mimics. PLoS One, 6, e22272. 
https://doi.org/10.1371/journ al.pone.0022272

Van Buskirk, J. (2001). Specific induced responses to different predator 
species in anuran larvae. Journal of Evolutionary Biology, 14, 482–489. 
https://doi.org/10.1046/j.1420-9101.2001.00282.x

Van Buskirk, J. (2002). A comparative test of the adaptive plas-
ticity hypothesis: Relationships between habitat and phenotype 
in anuran larvae. American Naturalist, 160, 87–102. https://doi.
org/10.1086/340599

Van Buskirk, J. (2003). Habitat partitioning in European and North 
American pond-breeding frogs and toads. Diversity and Distributions, 
9, 399–410. https://doi.org/10.1046/j.1472-4642.2003.00038.x

Van Buskirk, J. (2005). Local and landscape influence on amphibian 
occurrence and abundance. Ecology, 86, 1936–1947. https://doi.
org/10.1890/04-1237

Watt, P., Nottingham, S., & Young, S. (1997). Toad tadpole aggregation 
behaviour: Evidence for a predator avoidance function. Animal 
Behaviour, 54, 865–872. https://doi.org/10.1093/aob/mcr029

Wells, K. D. (2007). The ecology and behavior of amphibians. University of 
Chicago Press.

Wilbur, H. M. (1977). Density-dependent aspects of growth and meta-
morphosis in Bufo americanus. Ecology, 58, 196–200. https://doi.
org/10.2307/1935122

Winandy, L., & Denoël, M. (2015). The aggressive personality of an in-
troduced fish affects foraging behavior in a polymorphic newt. 
Behavioral Ecology, 26, 1528–1536. https://doi.org/10.1093/behec 
o/arv101

Yagi, K. T., & Green, D. M. (2016). Mechanisms of density-depen-
dent growth and survival in tadpoles of Fowler’s toad Anaxyrus 
fowleri: Volume vs. abundance. Copeia, 104, 942–951. https://doi.
org/10.1643/CE-16-438

How to cite this article: Kaczmarek JM, Kaczmarski M, 
Mazurkiewicz J, Kloskowski J. Numbers, neighbors, and 
hungry predators: What makes chemically defended 
aposematic prey susceptible to predation?. Ecol Evol. 
2020;10:13705–13716. https://doi.org/10.1002/ece3.6956

https://doi.org/10.1098/rsbl.2010.0207
https://doi.org/10.1098/rspb.2006.3570
https://doi.org/10.1098/rspb.2006.3570
https://doi.org/10.1163/000579510X507001
https://doi.org/10.1163/000579510X507001
https://doi.org/10.1093/beheco/13.6.821
https://doi.org/10.1034/j.1600-0706.2003.12576.x
https://doi.org/10.1034/j.1600-0706.2003.12576.x
https://doi.org/10.1016/j.jtbi.2003.12.009
https://doi.org/10.1016/j.jtbi.2003.12.009
https://doi.org/10.1007/BF00005379
https://doi.org/10.1007/BF00005379
https://doi.org/10.1016/S0003-3472(05)80986-8
https://doi.org/10.1016/S0003-3472(05)80986-8
https://doi.org/10.1086/284884
https://doi.org/10.1163/15685381-00002935
https://doi.org/10.1163/15685381-00002935
https://doi.org/10.1093/beheco/arw009
https://doi.org/10.1093/beheco/arw009
https://doi.org/10.1007/s00265-006-0199-8
https://doi.org/10.3354/cr034093
https://doi.org/10.1111/j.1469-7998.2008.00526.x
https://doi.org/10.1016/j.anbehav.2008.09.034
https://doi.org/10.1016/j.anbehav.2008.09.034
https://doi.org/10.1093/beheco/8.2.120
https://doi.org/10.1023/A:1010856716448
https://doi.org/10.1023/A:1010856716448
https://doi.org/10.1086/674991
https://doi.org/10.1086/674991
https://doi.org/10.1002/ece3.5202
https://doi.org/10.1371/journal.pone.0022272
https://doi.org/10.1046/j.1420-9101.2001.00282.x
https://doi.org/10.1086/340599
https://doi.org/10.1086/340599
https://doi.org/10.1046/j.1472-4642.2003.00038.x
https://doi.org/10.1890/04-1237
https://doi.org/10.1890/04-1237
https://doi.org/10.1093/aob/mcr029
https://doi.org/10.2307/1935122
https://doi.org/10.2307/1935122
https://doi.org/10.1093/beheco/arv101
https://doi.org/10.1093/beheco/arv101
https://doi.org/10.1643/CE-16-438
https://doi.org/10.1643/CE-16-438
https://doi.org/10.1002/ece3.6956

