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Warming has profound effects on biological rates such as metabolism, growth, feeding and death of
organisms, eventually affecting their ability to survive. Using a nonlinear bioenergetic population-
dynamic model that accounts for temperature and body-mass dependencies of biological rates,
we analysed the individual and interactive effects of increasing temperature and nutrient enrichment
on the dynamics of a three-species food chain. At low temperatures, warming counteracts the desta-
bilizing effects of enrichment by both bottom-up (via the carrying capacity) and top-down (via
biological rates) mechanisms. Together with increasing consumer body masses, warming increases
the system tolerance to fertilization. Simultaneously, warming increases the risk of starvation for
large species in low-fertility systems. This effect can be counteracted by increased fertilization. In
combination, therefore, two main drivers of global change and biodiversity loss can have positive
and negative effects on food chain stability. Our model incorporates the most recent empirical
data and may thus be used as the basis for more complex forecasting models incorporating
food-web structure.
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1. INTRODUCTION
Current changes in our planet’s ecosystems have the
potential to cause species extinctions [1]. The changes
in nutrient availability (enrichment) and temperature
(climate warming) were identified by the Millennium
Ecosystem Assessment as two major direct drivers of
biodiversity loss [2]. They predict the impact of both
these drivers to increase very rapidly in all biomes [3,
p. 9]. To predict accurately the community effects of
enrichment and warming, it is important to understand
their interactive impact on biological rates. This helps
in developing community protection measures and in
conserving important ecosystem functions.

Both enrichment and warming have wide-ranging
implications for food-web and ecosystem structure,
many of which are mediated by changes in popula-
tion dynamics [4–11]. Rosenzweig [6] analytically
investigated the effect of increased energy input on the
dynamics of a predator–prey system and coined the
term ‘paradox of enrichment’: enrichment drives a pred-
ator–prey system from stable equilibria into oscillations
and finally into extinction when population minima
hit extinction boundaries [6]. This has recently been
generalized as the principle of energy flux: any pro-
cess increasing energy fluxes relative to consumer loss
rate will destabilize systems by shifting biomass up
the trophic levels [12]. This moves the isoclines of the
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species towards unstable equilibria. Interestingly, when
consumer mass systematically increases with trophic
levels [13], the destabilizing effects of enrichment are
ameliorated [11].

Warming has profound effects on biological rates
such as organism metabolism [14–16], growth [17],
feeding [18,19] and death [20]. However, the interplay
of these physiological effects at the population level
is not yet entirely clear, and there are several possibi-
lities. Warming might simply accelerate population
dynamics. In a seminal study of population dynamics,
Vasseur & McCann [5] found that increasing tempera-
ture destabilizes systems and increases the amplitudes
of oscillations. These findings are based on assump-
tions such as temperature invariance of the system
carrying capacity (the maximum biomass the system
can support) and the consumer’s half saturation den-
sity. While the former is certainly not supported by
empirical data [21], the latter characterizes the consu-
mer’s efficiency at attacking resources and more recent
studies showed that it is likely to change with tempera-
ture [19,22,23]. Additionally, Vasseur & McCann [5]
assumed that in most natural communities, the species
ingestion increases more with warming than does their
metabolism. However, feeding interactions among
terrestrial and marine invertebrates indicate the oppo-
site [18,19,24]. These studies found that warming
increases species metabolism more strongly than inges-
tion rates. The decreasing energetic efficiencies (the
ratio of ingestion rate to metabolism) lead to increasing
energetic restrictions for predators and decreasing pred-
ator biomasses. This stabilizes the system dynamics and
This journal is q 2012 The Royal Society
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reduces biomass oscillations. These studies emphasize
the possibility of predator starvation at high tempera-
tures when metabolism exceeds ingestion rates
[18,19]. However, dynamic model analyses of these
empirical patterns are still lacking.

Here, we fill this void by developing a nonlinear
bioenergetic population-dynamic model that includes
empirical body-mass and temperature dependencies
for the major biological rates affecting population
dynamics such as carrying capacity [21], production
[17], metabolism [16] and functional response parame-
ters [25]. With this model, we numerically investigated
the solitary and interactive effects of two major drivers
of global change, enrichment and warming, on the
population dynamics of a three-species food chain. We
were particularly interested in the following questions:
(i) What are the individual effects of enrichment and
warming on the dynamics of the food chain? (ii) What
are the combined effects of enrichment and warming
on these dynamics? and (iii) Does the community size
structure with systematically increasing body mass
ratios influence these effects?
2. METHODS
The bioenergetic dynamic model used is based on
Yodzis and Innes’ [26] consumer–resource model
and is updated with allometric coefficients and temp-
erature dependencies of the biological rates. In the
three-species food chain, the basal species (B) is fed
on by the intermediate species (I) which in turn is con-
sumed by the top species (T). The biomass changes of
the species (B

:

B;B
:

I and BT, respectively) are described
by the following differential equations:

B
:

B ¼ rBGBBB � BIfIB; ð2:1Þ
B
:

I ¼ eIBðBIfIBÞ � BT fTI � xIBI ð2:2Þ
and B

:

T ¼ eTIðBTfTIÞ � xTBT: ð2:3Þ

Here, rB is the basal species’ mass and temperature-
specific maximum growth rate, GB is the basal species’
logistic growth term and BB is its population biomass
density. The functional responses fIB and fTI describe
the feeding dynamics of the feeding links in the food
chain. The assimilation efficiencies (efficiency of con-
version of prey biomass into predator biomass), eIB

and eTI, are both set to 0.85 because both species are
carnivores [26]. The metabolism of the intermediate
and top species, xI and xT, also depend on their
masses and the temperature of the system.

We used a logistic growth term where the potential
growth of the population depends on its current
population biomass and its body-mass and temperature-
dependent carrying capacity, KB:

GB ¼ 1� BB

KB

� �
: ð2:4Þ

The functional response, f ji, describes the feeding
dynamics between consumer j and its prey i. It
depends on the consumer’s maximum consumption
rate when feeding on species i, y ji, which depends on
the body-masses of both species j and i and the temp-
erature, the Hill exponent, h, which determines the
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shape of the function and the half saturation density
B0. B0 gives the prey population density at which
half the maximum consumption of the consuming
species is reached and depends on the body-masses
of species j and i and the temperature of the system:

f ji ¼
yiB

h
i

Bh
0 ji
þ Bh

i

: ð2:5Þ

The mass and temperature dependencies of the
maximum growth rate of the basal species rB ðs�1Þ
is calculated as follows:

rB ¼ eIr msrB

B eEarðT0�T=kTT0Þ: ð2:6Þ

Here, eIr is the rate-specific constant, calculated for a
species’ body mass of 1 g and a temperature of 208C
(¼ 293.15K). Its value is modified by the second
term, the body-mass dependency, expressed by the
mass of the species m and a rate-specific scaling coeffi-
cient, s. The term of the temperature dependency is an
extended notation of the Arrhenius equation, where
Ea is the activation energy (eV), T0 the normalization
temperature, T the temperature of the system and k
(eV K�1Þ the Boltzmann constant.

The mass and temperature dependent metabolism
of the intermediate and top species xi (s�1Þ and the
carrying capacity of the basal species KB ðg m�2Þ
are calculated accordingly:

xi ¼ eIxmsxi

i eEaxðT0�T=kTT0Þ: ð2:7Þ

and

KB ¼ eIK msKB

B eEaK ðT0�T=kTT0Þ: ð2:8Þ

Both terms of the functional response, the maxi-
mum ingestion, y ji, and the half saturation density,
B0 ji

, depend not only on the temperature of the
system and the body mass of species i, but also on
the body mass of its predator j:

y ji ¼ eIym
syj

j m
syi

i eEayðT0�T=kTT0Þ ð2:9Þ

and

B0 ji
¼ eIB0 m

sB0j

j msB0i

i eEaB0
ðT0�T=kTT0Þ: ð2:10Þ

Analyses of extensive databases [25] revealed
additional dependencies of the parameters of the func-
tional response. To understand these, it is best to refer
to the traditional Holling type II functional response
model [27]:

f ji ¼
a jiB

h
i

ð1þ a ji th jiÞBh
i

: ð2:11Þ

Instead of using the maximum ingestion and half sat-
uration density of the other notation (equation
(2.5)), this uses a ji, the attack rate of the consumer
when it feeds on i, and the handling time, th ji

, the
time the consumer needs to process one prey item
before it can start looking for another one. The
attack rate and the handling time both show a hump-
shaped relationship with the body-mass ratio of the
consumer and its prey. The exponential equations for
these dependencies follow the same principle as



Table 1. The parameter values of the model’s mass and

temperature dependencies of the carrying capacity (K
in g m�2), from Meehan (2006) [21], growth (r in
s�1), from Savage et al. [17], maximum ingestion (y in s21),
from Rall et al. [25], half saturation density
(B0 in g m�2), from Rall et al. [25] and metabolism (x in

s�1Þ, from Ehnes et al. [16]. Generally, the parameters scale
with the body mass of the resource species (i) of the
considered species pair; only the feeding parameters scale
additionally with the body mass of the consumer species
( j). The conversion factor used to transform the

metabolism of the species from Joule per hour to s�1 was
taken from Peters [28].

Ki ri y ji B0 ji
xi

intercept (I) 215.68 29.66 3.44 216.54

slope resource
species i ðsiÞ

0.28 20.25 0.45 0.2 20.31

slope consumer
species j ðsjÞ

20.47 0.33

activation
energy (Ea)

0.71 20.84 20.26 0.12 20.69

Table 2. The parameter values for the body-mass ratio and

temperature-dependent hump shape of the functional
response parameters, attack rate and handling time. The
mass ratio and temperature dependencies of the attack rate
(in m2s�1, mass dependency am) and handling time (in s,

mass dependency thm, temperature dependency thT).

am thm thT

intercept (I) 21.81 1.92 0.5

slope term 1 (s1) 0.39 20.48 20.055
slope term 2 (s2) 20.017 0.0256 0.0013
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already introduced (see equations (2.6)–(2.10)):

amji ¼ eIamþs1ai lnðmj=miÞþs2aiðlnðmj=miÞÞ2 ð2:12Þ

and

thmji ¼ eIthmþs1thi lnðmj=miÞþs2thiðlnðmj=miÞÞ2 : ð2:13Þ

Here, Im is the intercept, and the consumer–prey mass
ratio has a twofold influence on the feeding par-
ameters: the slope s1 is the ratio’s scaling coefficient
in its simple form, whereas s2 is the scaling coefficient
for its quadratic form.

The handling time also displays a hump shape with
temperature:

thTji ¼ eIthTþs1thTiTþs1thTiT
2

: ð2:14Þ

These additional scaling relationships of the func-
tional response parameters can be incorporated into
the equations for the maximum consumption and
half saturation density by using the interrelation of
the parameters of the two different notations of the
functional response:

B0 ¼
1

ath
; ð2:15Þ

and

y ¼ 1

th
: ð2:16Þ

This yields the following equations to express the
body-mass and temperature scaling of the functional
response parameters:

y ji ¼ eIym
syj

j m
syi

i eEayðT0�T=kTT0Þ 1

thmji

1

thTji

; ð2:17Þ

and

B0 ji
¼ eIB0 m

sB0j

j msB0i

i eEaB0
ðT0�T=kTT0Þ 1

amji thmji

1

1thTji

:

ð2:18Þ

Inserting all equations accounting for the allometric
and temperature scaling of the biological rates (equations
(2.6)–(2.8), (2.17) and (2.18)) into the differential
equations (2.1)–(2.3) yields a nonlinear bioenergetic
population-dynamic model of a three-species food chain.

In this study, we modelled a food chain parame-
trized solely for invertebrates. Whenever possible, we
incorporated values extracted from extensive empirical
databases. These parameters represent a wide range of
different species and ecosystem types. The scaling
relationships for the biological rates and their sources
are summarized in tables 1 and 2. Using these relation-
ships yields a model with five free parameters: (i) the
body mass of the basal species, (ii) the body-mass
structure of the species in the food chain, (iii) the
temperature of the system, (iv) the Hill coefficient
shaping the functional response, and (v) the intercept
of the carrying capacity (basic fertilization level).
We used constants for the basal body mass (0.01 g)
and the Hill coefficient (1, yielding type-II functional
responses). A species was considered extinct and
removed from the system when its biomass fell below
Phil. Trans. R. Soc. B (2012)
10�12 g m�2. To investigate the individual and com-
bined effects of enrichment and warming, we
systematically varied the intercept of the carrying
capacity (fertilization gradient, range from 1 to 20),
temperature (range from 08C to 408C) and the size
structure of the community in three levels: (i) all
species equally sized (no size structure), or consumers
(intermediate or top) are (ii) 10 times larger or (iii)
100 times larger than their resources. Every species
started with a biomass density ðg m�2Þ equal to half
the carrying capacity of the system with that particular
enrichment and temperature combination. All simu-
lations ran for 100 000 years and we recorded species
biomasses and survival.
3. RESULTS
(a) Single effects of enrichment and warming

Increasing system fertility at a constant temperature
increases the carrying capacity linearly (see figure 1a,
for an example at 208C). The growth rate, the relative
metabolism of the species and its ingestion efficiency
are not affected (figure 1b–d). However, there is an
inverse proportional decrease in the half saturation den-
sity relative to the carrying capacity (figure 1e). This
implies that fertilization increases the efficiency of
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Figure 1. The mass- and temperature-dependent parameters of the model and a bifurcation diagram on a fertilization gradient.
All parameter values are calculated for species with a body mass of 0.01 g at a temperature of 208C. Shown are (a) the carrying
capacity of the basal species (K (g m�2)), (b) the growth rate of the basal species (r (s�1)), (c) the metabolism of a consumer

relative to the basal species’ growth rate (xrel ¼ xr�1, dimensionless), (d) the maximum consumption of the species relative to
their metabolism ( yrel ¼ yx�1, dimensionless), (e) the species’ half saturation density relative to the carrying capacity
(B0rel

¼ B0K�1, dimensionless) and ( f ) the biomass extremes of the three species (basal species: green; intermediate species:
blue, top species: red, ðg m�2) on a fertilization gradient.
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consumers in attacking resources. The bifurcation dia-
gram shows the classical pattern of the ‘paradox of
enrichment’. At low fertility, all species coexist in an
equilibrium at low densities; the equilibrium biomasses
increase as fertility increases until the biomasses start
cycling (figure 1f ). The amplitude of these cycles
increases until both the top and the intermediate species
are driven into extinction and only the basal species sur-
vives, growing up to its carrying capacity. Increasing the
fertility thus destabilizes the system. Both increasing
bottom-up supply (figure 1a) and increasing top-down
pressure (figure 1e) contribute to this progressive
instability of the system.

Increasing the temperature of the system at a con-
stant fertilization level decreases the carrying capacity
exponentially (see figure 2a for an example at a fertili-
zation value of 3). At the same time, the growth rate of
the basal species increases (figure 2b). The metabolism
of the species increases with temperature at a slower
rate, resulting in a decrease in the relative metabolism
(metabolism relative to basal production) of the
species (figure 2c). The ingestion efficiency (ratio of
ingestion and metabolism of a species) decreases
with temperature: a species’ metabolism increases
more strongly with temperature than its ingestion
(figure 2d). At the same time, the relative half satur-
ation density of the species increases (figure 2e). This
Phil. Trans. R. Soc. B (2012)
results in a reduced flux of energy from the base to
the top of the food chain. Warming has a marked
effect on species biomasses (figure 2e). At low temp-
eratures, only the basal species survives, growing up
to its carrying capacity. At higher temperatures, the
biomasses of the species oscillate with decreasing
amplitudes along the temperature gradient. Finally,
the system crosses over an inverse Hopf bifurcation
and reaches equilibrium dynamics. A further tempera-
ture increase pushes the top species beyond the point
where its ingestion cannot keep up with its metabolism
and it dies as a result of a poor ingestion efficiency.
At even higher temperatures, the same happens to
the intermediate species and it also dies of starvation.
Warming up the system thus stabilizes population
dynamics, with a pattern of a reversed enrichment
gradient, but very high temperatures can lead to the
extinction of species.
(b) Interactive effect of enrichment and warming

The carrying capacity increases with fertilization and
decreases with warming. This leads to the highest car-
rying capacities at combinations of high fertilization
and low temperature and the lowest carrying capacities
at combinations of low fertilization and high tem-
perature (figure 3a). The number of species extant
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a consumer relative to the basal species’ growth rate (xrel ¼ xr�1, dimensionless), (d) the maximum consumption of the species
relative to their metabolism (yrel ¼ yx�1, dimensionless), (e) the species’ half saturation density relative to the carrying capacity
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¼ B0 K�1, dimensionless) and ( f ) the biomass extremes of the three species (basal species: green; intermediate species:
blue, top species: red, ðg m�2)) on a temperature gradient.
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after 10 000 years across all combinations of fertiliza-
tion and temperature is shown in the remaining
panels of figure 3. In the scenario without body-mass
structure, increasing fertility at low temperatures
leads to species extinctions (figure 3b). Warming coun-
teracts these detrimental effects of enrichment: the
higher the temperature, the more the system can be
fertilized before it loses species. The exceptions are
high temperature, low fertility systems (upper left
corner, same panel) where warming decreases the rela-
tive ingestion and increases the relative half saturation
density of the consumer, reducing its efficiency. Con-
sequently, first the top and then the intermediate
species cannot ingest as much energy as they need to
survive and become extinct. These extinctions at
high temperatures are prevented by higher levels of
fertilization. The lower two panels show the surviving
species in a scenario with size structure (figure 3c,
consumer 10 times larger than its prey; basal species:
0.01 g, intermediate species: 0.1 g, top species: 1 g;
figure 3d, consumer 100 times larger than its prey;
basal species: 0.01 g, intermediate species: 1 g, top
species: 100 g). A three-species food chain with a
structured body-size distribution, as is likely in
nature [13,29], is generally less susceptible to the para-
dox of enrichment, and at low temperatures, the
Phil. Trans. R. Soc. B (2012)
extinctions are postponed to higher fertilization
levels. The rescuing effect of warming that prevents
extinctions caused by unstable oscillations is more pro-
nounced in size-structured food chains, but the top
and intermediate species are more vulnerable to star-
vation and, in the low fertility region, extinctions
occur at lower temperatures. At high temperatures, it
takes more fertilization to rescue the consumers from
starvation due to lower ingestion efficiencies. Warming
thus counteracts the paradox of enrichment at low
temperatures but increases the starvation risk of
species with higher trophic levels in high temperature,
low fertility systems. At high temperatures, increasing
fertility prevents consumer extinctions. The stabiliz-
ing and destabilizing effects of warming are more
pronounced the larger consumers are.

Increasing enrichment increases the carrying
capacity and destabilizes the biomass dynamics of the
species. Extinctions occur when the carrying capacity
exceeds a certain threshold. Warming, in contrast,
reduces the carrying capacity and stabilizes species
biomass dynamics. No further extinctions occur when
the carrying capacity falls below a certain threshold.
If both enrichment and warming would act entirely
through the carrying capacity (i.e. via bottom-up
effects), these thresholds would be the same across all
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temperature and fertilization combinations. A carrying
capacity value above this threshold would lead to extinc-
tions, whereas none would occur at lower carrying
capacities. We refer to this threshold as the maximum
feasible carrying capacity: it is the maximum carrying
capacity the system can be subjected to without losing
species. However, instead of being constant, the maxi-
mum feasible carrying capacity follows a nonlinear
curve with temperature, with a maximum at approxi-
mately 388C (figure 4, all curves). This indicates a
‘top-down’ component in the impact temperature has
on the dynamics of the system. Additionally, applying
a body-mass structure to the food-chain increases the
maximum feasible carrying capacity (no structure:
1.47–5.24; consumers ten times larger: 3.65–20.42;
consumers 100 times larger: 10.09–92.04). Warming
operates via both bottom-up and top-down effects.
This increases the maximum carrying capacity that the
system can tolerate without losing species. Again, the
effect of temperature is more pronounced in size-struc-
tured food chains.
4. DISCUSSION
Using a nonlinear bioenergetic population-dynamic
model for a three-species food chain parametrized with
the latest body-mass and temperature dependencies
Phil. Trans. R. Soc. B (2012)
for biological rates, we investigated the individual and
combined effects of two main drivers of biodiversity
loss, nutrient enrichment and warming, in food chains
with different body size structures. Consistent with
expectations [6,30], enrichment destabilizes the system
and ultimately leads to extinctions. Warming stabilizes
the system by reducing the carrying capacity and the
ingestion efficiency and increasing the relative half satur-
ation density of the species. When the ratio between
maximum ingestion and metabolism of a species falls
below a critical threshold, it becomes extinct as a result
of starvation. Thus, high temperature surprisingly coun-
teracts the destabilizing effects of enrichment. High
temperatures, however, also increase the risk of consu-
mers starving in oligotrophic and low fertility systems.
Higher levels of fertilization, in turn, counteract these
detrimental effects of warming. Larger consumer body
masses enhance the stabilizing as well as the destabilizing
effect of warming and postpone the effects of fertiliza-
tion. Additionally, warming increases the maximum
carrying capacity at which the system retains all its
species, and again, increasing consumer body masses
enhance this effect drastically. This implies novel inter-
actions between two drivers of global change: nutrient
enrichment and warming. Moreover, we found striking
effects of the community size structure amplifying the
impacts of warming.



0 10 20 30 40

0

20

40

60

80

100

temperature

m
ax

im
um

 f
ea

si
bl

e 
ca

rr
yi

ng
 c

ap
ac

ity

Figure 4. The maximum feasible carrying capacity able to
sustain all three species in the system (y-axis), depending
on the temperature (x-axis (8C)) for the approach without
body-mass structure (dotted line), with the respective consu-
mer 10 times larger than its prey (dashed line) and with the

respective consumer 100 times larger (solid line).

Global change alters food-chain dynamics A. Binzer et al. 2941
(a) Single effects of enrichment and warming

The carrying capacity of the three-species food chain
increases with enrichment. This decreases the ratio
of half saturation density to carrying capacity and con-
sequently increases the energy flux from the basal to
the top species [5,26]. This direct conversion of
bottom-up supply into top-down pressure destabilizes
the system along the fertilization gradient and results
in the biomass patterns of the ‘paradox of enrichment’
[6]. Consistent with prior studies [11], simulations
with differently sized consumers and prey display a
reduced severity of this effect (figure 3b–d). Inedible,
invulnerable or unpalatable prey and inducible
defences can alleviate the paradox of enrichment in
natural and laboratory environments [31–35]. These
are not accounted for in our model.

Warming stabilizes the biomass oscillations within
the food chain, leading to a pattern of an inverse ‘para-
dox of enrichment’. This corroborates recent feeding
studies of terrestrial arthropods [18,19] and is con-
trary to the predictions of Vasseur & McCann [5].
This discrepancy is explained by differences in the
temperature dependencies of the biological rates. We
assumed that the carrying capacity of the system
decreases with temperature. Simultaneously, the half
saturation density of the species relative to the carrying
capacity increases with warming, decreasing the flux of
energy to the top of the chain and stabilizing the
dynamics. Vasseur & McCann [5] assumed the carry-
ing capacity, the half saturation density and therefore
also their ratio to be temperature independent. The
parameter values of our system suggest that the
growth rate of the basal species increases faster with
warming than with the consumers’ metabolism. The
increase in production outpaces the increasing meta-
bolic demands of the consumers, enhancing the
system’s ability to keep energy at the lower trophic
levels [5]. This reduces biomass oscillations. Also,
Phil. Trans. R. Soc. B (2012)
the temperature dependencies of ingestion and metab-
olism [16,25] suggest that a species metabolism
increases faster with warming than with its maximum
ingestion, reducing its ingestion efficiency and thus
biomass oscillations. Vasseur & McCann [5] discussed
all possibilities but then assumed that warming
induces faster increases in species metabolism than
in basal species growth rate and the increase in inges-
tion to outpace the increase in metabolism. Together,
this leads to the destabilization of the system they
found. The parametrization of our study is well sup-
ported by empirical data [16,17,21,25], suggesting a
broad generality of the results presented here. There
are, however, cases where warming destabilizes popu-
lation dynamics. Warming increased population
oscillations of the rotifer Brachionus calyciflorus [36]
and also induced the development of defensive
spines [37]. Inducible defences thus might attenuate
not only the detrimental effects of enrichment
[33,35] but also the effects of temperature we found.
Similarly, warming can disrupt species interactions
[38] and thus dynamics in many ways, for example
via changing developmental schedules [39] or dissim-
ilar range shifts [40]. Our model is based solely
on energetic considerations and does not account
for other effects that can modify a system’s response
to warming.

At high temperatures, the metabolism of the consu-
mers exceed their ingestion rates; so their metabolic
demands are higher than the energy gained by inges-
tion. In consequence, they can be surrounded by
prey but starve to death. This phenomenon was
observed in terrestrial [18,19] and aquatic [8] micro-
cosm experiments, where high trophic level species
were found to be at risk of starvation at high tempera-
tures. A three-species laboratory system involving
plankton was destabilized at a high temperature
[41,42]. The data indicate no oscillations though, and
temperature-induced changes of population rates are
likely to have led to consumer starvation [42]. More-
over, increased risk of starvation might help to explain
the warming-induced shift towards smaller species in
aquatic systems [43,44]. Through changing size distri-
butions, warming can indirectly have profound effects
on species communities and ecosystem functioning
(see Brose et al. [45] and citations within).
(b) Interactive effect of enrichment and warming

Fertilization and warming together have interactive
effects on the dynamics of the food chain. At low temp-
eratures, warming counteracts the degrading effects of
enrichment: both the onset of the oscillations and the
occurrence of extinctions connected to increasing ferti-
lization are delayed. Kratina et al. [46] corroborate
our findings and showed for pond mesocosms that ferti-
lization destabilized chlorophyll biomass dynamics at
ambient temperature but not under three degrees of
warming. Interestingly, this stabilizing effect of a small
amount of warming was observed in a temperate seaso-
nal environment with an annual range of about 208C in
daily average temperature. Moreover, Shurin et al. [47]
found a negative interaction between nutrient content
and warming in the experimental ponds: warming
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reduced the effects of eutrophication. A study of a host–
parasitoid community, however, showed no interactive
effect of temperature and nitrogen levels [48]. This
might be due to the different nature of host–parasitoid
feeding relationships and their different body-size struc-
ture. We found that the rescuing effect of temperature
was more pronounced when the consumers were
larger than their prey. Larger species are more suscep-
tible to the effect of temperature on their biological
rates. A fundamental difference between terrestrial
(without interactive effect) and aquatic (with interactive
effect) systems is not supported by our data because
the parametrization of the model incorporates data of
different ecosystems.

At high temperatures, higher fertility counteracts the
detrimental effects of warming. Fertilization increases
the attack efficiency of the consumers and can thus
save species from warming-induced starvation. In size-
structured communities, this rescuing effect is delayed
to higher fertilization levels. The biological rates of
large species react more strongly to warming and so
need more fertilization to antagonize its effect. Labora-
tory studies could test this model prediction, but it
should be kept in mind that at different temperatures,
varying resource quality affects small species differently
than larger species [49].

The increasing maximum feasible carrying capacity
with warming is a sign for a top-down component in
the effect of warming. Warming has been shown to
strengthen top-down control in food webs [46,50,51],
explaining the increase in the maximum carrying
capacity. Also, warming has stronger effects on larger
species. This increases the maximum feasible carrying
capacity in size-structured food chains. Its slight
decrease at high temperatures is caused by the curve
of the maximum ingestion (maximum around 308C).
The decreasing maximum consumption at higher
temperatures accelerates the decrease of the species’
ingestion efficiency and decreases the maximum feasible
carrying capacity after its maximum.
5. CONCLUSIONS
In this study, we show that it is important to understand
the interactive effects of drivers of global change. On the
basis of our simulations, we expect climate change to
have different effects on nutrient-poor and nutrient-
rich communities, and nutrient enrichment to act differ-
ently in different climates. Warming in both nutrient-
poor and nutrient-rich communities generally decreases
biomass oscillations and stabilizes population dynamics,
with nutrient-poor communities being more stable at
low temperatures than their nutrient-rich counterparts.
At high temperatures, however, consumers in nutrient-
poor communities run a risk of starvation because of an
unfavourable ratio of ingestion to metabolism. This
does not happen in nutrient-rich communities within
the temperature range we simulated. Both the stabilizing
and the destabilizing effect of increasing temperatures
are more pronounced when the consumers are larger
than their prey. Consequently, nutrient-poor biomes
are fragile, and, especially, large consumers are at risk
of starvation when temperatures increase. Nutrient-
rich systems are stabilized by increasing temperatures.
Phil. Trans. R. Soc. B (2012)
Enrichment has different effects on communities in
cold and warm environments. In cold climates, nutrient
enrichment has the detrimental effects described by the
‘paradox of enrichment’. This harmful impact of nutri-
ent loading is attenuated by an increasing body-size
structure in the food chain. Hence, large top consumers
of cold climates are less prone to extinction by nutrient
enrichment than small consumers. In warm environ-
ments, increasing nutrient levels save the consumer
species from starvation, and we observe a beneficial
effect of nutrient enrichment. Increasing consumer
body masses delay the onset of this rescuing effect of
enrichment. Therefore, a small body size is advan-
tageous for consumers at high temperatures, but this
advantage is lost with increasing enrichment.

With our simulations, we have taken an important
step to disentangle the effects of two main direct dri-
vers of global change. We have shown that the
combined effects of warming and nutrient enrichment
are far from trivial and can, depending on the situ-
ation, be supportive or detrimental for the stability of
food chains. Increasing body-mass ratios generally
accentuate the effects of changing temperatures. This
knowledge will help us to develop conservation
measures that are tailored to the specific conditions
of the species environment.

This study is funded by the German Research Foundation (BR
2315/13 and BR 2315/11-1, respectively). We thank the
organizers (Julia Blanchard and Richard Law) of the ESF-
funded research network SIZEMIC, Ute Jacob for organizing
the last SIZEMIC workshop, Andrew J. Davis for his textual
input, and Jonathan Shurin and Matthijs Vos for their
constructive comments. The participation of A.B., B.R. and
U.B. at the SIZEMIC Workshop in Hamburg was supported
by the German Research Foundation (JA 1726/3-1) and the
Cluster of Excellence CliSAP (EXC177), University of
Hamburg funded through the DFG.
REFERENCES
1 Barnosky, A. D. et al. 2011 Has the Earth’s sixth mass

extinction already arrived? Nature 471, 51–57. (doi:10.

1038/nature09678)
2 Nelson, G. C. 2005 Millennium ecosystem assessment: dri-

vers of ecosystem change: summary chapter. Washington,
DC: World Resources Institute.

3 Nelson, G. C. 2005 Millennium ecosystem assessment, eco-
systems and human well-being: biodiversity synthesis.
Washington, DC: World Resources Institute.

4 Tylianakis, J. M. 2008 Understanding the web of life: the
birds, the bees, and sex with aliens. PLoS Biol. 6, e47.

(doi:10.1371/journal.pbio.0060047)
5 Vasseur, D. A & McCann, K. S. 2005 A mechanistic

approach for modeling temperature-dependent consumer–
resource dynamics. Am. Nat. 166, 184–198. (doi:10.1086/
431285)

6 Rosenzweig, M. L. 1971 Paradox of enrichment: destabili-
zation of exploitation ecosystems in ecological time. Science
171, 385–387. (doi:10.1126/science.171.3969.385)

7 Yvon-Durocher, G., Jones, J. I., Trimmer, M., Woodward,
G. & Montoya, J. M. 2010 Warming alters the metabolic

balance of ecosystems. Phil. Trans. R. Soc. B 365,
2117–2126. (doi:10.1098/rstb.2010.0038)

8 Petchey, O. L., McPhearson, P. T., Casey, T. M. &
Morin, P. J. 1999 Environmental warming alters food-

web structure and ecosystem function. Nature 402,
69–72. (doi:10.1038/47023)

http://dx.doi.org/doi:10.1038/nature09678
http://dx.doi.org/doi:10.1038/nature09678
http://dx.doi.org/doi:10.1371/journal.pbio.0060047
http://dx.doi.org/doi:10.1086/431285
http://dx.doi.org/doi:10.1086/431285
http://dx.doi.org/doi:10.1126/science.171.3969.385
http://dx.doi.org/doi:10.1098/rstb.2010.0038
http://dx.doi.org/doi:10.1038/47023


Global change alters food-chain dynamics A. Binzer et al. 2943
9 Parmesan, C. 2006 Ecological and evolutionary
responses to recent climate change. Annu. Rev. Ecol.
Evol. Syst. 37, 637–669 (doi:10.1146/annurev.ecolsys.

37.091305.110100)
10 Brose, U. 2008 Complex food webs prevent competitive

exclusion among producer species. Proc. R. Soc. B 275,
2507–2514. (doi:10.1098/rspb.2008.0718)

11 Rall, B. C., Guill, C. & Brose, U. 2008 Food-web con-

nectance and predator interference dampen the
paradox of enrichment. Oikos 117, 202–213. (doi:10.
1111/j.2007.0030-1299.15491.x)

12 Rip, J. M. K. & McCann, K. S. 2011 Cross-ecosystem

differences in stability and the principle of energy flux.
Ecol. Lett. 14, 733–740. (doi:10.1111/j.1461-0248.
2011.01636.x)

13 Riede, J. O., Brose, U., Ebenman, B., Jacob, U.,
Thompson, R., Townsend, C. R. & Jonsson, T. 2011

Stepping in Elton’s footprints: a general scaling model
for body masses and trophic levels across ecosystems.
Ecol. Lett. 14, 169–178. (doi:10.1111/j.1461-0248.
2010.01568.x)

14 Hansen, P., Bjornsen, P. & Hansen, B. 1997 Zooplankton

grazing and growth: scaling within the 2–2,000-mm body
size range. Limnol. Oceanogr. 42, 687–704.

15 Gillooly, J. F., Brown, J. H., West, G. B., Savage, V. M. &
Charnov, E. L. 2001 Effects of size and temperature on
metabolic rate. Science 293, 2248–2251. (doi:10.1126/

science.1061967)
16 Ehnes, R. B., Rall, B. C. & Brose, U. 2011 Phylogenetic

grouping, curvature and metabolic scaling in terrestrial
invertebrates. Ecol. Lett. 14, 993–1000. (doi:10.1111/j.

1461-0248.2011.01660.x)
17 Savage, V. M., Gillooly, J. F., Brown, J. H., West, G. B. &

Charnov, E. 2004 Effects of body size and temperature
on population growth. Am. Nat. 63, 429–441. (doi:10.
1086/381872)

18 Rall, B. C., Vucic-Pestic, O., Ehnes, R. B., Emmerson,
M. & Brose, U. 2010 Temperature, predator–prey inter-
action strength and population stability. Glob. Change
Biol. 16, 2145–2157. (doi:10.1111/j.1365-2486.2009.
02124.x)

19 Vucic-Pestic, O., Ehnes, R., Rall, B. C. & Brose, U. 2011
Warming up the system: higher predator feeding rates
but lower energetic efficiencies. Glob. Change Biol. 17,
1301–1310. (doi:10.1111/j.1365-2486.2010.02329.x)

20 Brown, J. H., Gillooly, J. F., Allen, A. P., Savage, V. M. &

West, G. B. 2004 Toward a metabolic theory of ecology.
Ecology 85, 1771–1789. (doi:10.1890/03-9000)

21 Meehan, T. D. 2006 Energy use and animal abun-
dance in litter and soil communities. Ecology 87, 1650–

1658. (doi:10.1890/0012-9658(2006)87[1650:EUAA
AI]2.0.CO;2)

22 Lang, B., Rall, B. C. & Brose, U. 2011 Warming effects
on consumption and intraspecific interference compe-
tition depend on predator metabolism. J. Anim. Ecol.
81, 516–523. (doi:10.1111/j.1365-2656.2011.01931.x)
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