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Natural ecological communities are diverse, complex, and often
surprisingly stable, but the mechanisms underlying their stability
remain a theoretical enigma. Interactions such as competition and
predation presumably structure communities, yet theory predicts
that complex communities are stable only when species growth
rates are mostly limited by intraspecific self-regulation rather than
by interactions with resources, competitors, and predators. Cur-
rent theory, however, considers only the network topology of
population-level interactions between species and ignores within-
population differences, such as between juvenile and adult indi-
viduals. Here, using model simulations and analysis, | show that
including commonly observed differences in vulnerability to pre-
dation and foraging efficiency between juvenile and adult indi-
viduals results in up to 10 times larger, more complex communities
than observed in simulations without population stage structure.
These diverse communities are stable or fluctuate with limited
amplitude, although in the model only a single basal species
is self-regulated, and the population-level interaction network
is highly connected. Analysis of the species interaction matrix
predicts the simulated communities to be unstable but for the
interaction with the population-structure subsystem, which com-
pletely cancels out these instabilities through dynamic changes
in population stage structure. Common differences between juve-
niles and adults and fluctuations in their relative abundance may
hence have a decisive influence on the stability of complex natural
communities and their vulnerability when environmental condi-
tions change. To explain community persistence, it may not be
sufficient to consider only the network of interactions between
the constituting species.
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E cological communities have traditionally been conceptual-
ized as collections of species that are connected with each
other through a network of positive and negative interactions.
This species-based paradigm adopts the population as the fun-
damental unit of measurement or modeling, altogether ignores
differences between individuals within populations, and hence
considers the vital rates of all conspecific individuals to be identi-
cal. Yet, it is individuals, not species, that interact. Furthermore,
in real populations no two individuals are alike, mostly because of
differences in their developmental stage (1). And vital rates are
definitely not the same for all individuals as only juveniles grow
and mature, while only adults reproduce. This raises the question
of to what extent current theoretical insights about dynamics of
ecological communities are robust or, alternatively, are artifacts
of the species-level scale of study of ecological communities (2).

One of the core elements of the theory about ecological com-
munity dynamics pertains to the relationship between commu-
nity complexity, diversity, and stability, which has been explored
at length through dynamic simulations of the network of species
interactions (3, 4) or through analysis of the community matrix
(5), the elements of which measure how strongly the species
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in a community affect each other’s growth rate. Using commu-
nity matrices, Robert May (6, 7) theoretically predicted almost
half a century ago that large, complex ecological communi-
ties are less stable than simpler ones, refuting prevailing ideas
that complexity begets stability (8, 9). He challenged ecologists
to “...elucidate the devious strategies which make for stability
in enduring natural systems” (p. 174 in ref. 7). May’s find-
ings initiated the diversity—stability debate in ecology (10) and
the search for special characteristics and constraints on natu-
ral communities promoting stability (11). Analysis of different
types of community matrices (12) has uncovered a range of
mechanisms that benefit community stability, such as weak inter-
action strength (13); adaptive foraging (14); allometric scaling of
interaction strength (15); and omnivorous (16), mutualistic (17),
or high-order interactions (18). The diversity-stability conun-
drum seems, however, far from resolved, given that a recent
review concluded that for community stability to occur “at least
half—and possibly more than 90%—of species must be subject
to self-regulation to a substantial degree” (p. 1873 in ref. 19),
even though clear empirical evidence for self-regulation is lack-
ing and the extent to which it occurs in natural populations is
debated (16, 20-22). Paradoxically therefore, while competitive
and predatory interactions between species are considered the
two most important, structuring forces of ecological communi-
ties (23), direct, negative effects of species on their own growth
rate seem crucial for community stability (19).

The network of population-level interactions between species
in the community, its topology, the nature of these interactions,
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and their strength have been the conceptual foundation of vir-
tually all existing studies on ecological community stability (24).
Even studies assessing stability of real-life communities (25) aim
at estimating how species in a community affect each other’s
population-level growth rate to construct the community matrix
(5). But within populations individuals by definition differ and
not only because juveniles grow and mature while adults repro-
duce. Juveniles and adults also differ in their body size and
therefore in their ecology (26, 27). Because juveniles are smaller,
they generally feed at lower rates (28), are more food limited
(29), and are more vulnerable to predation (30, 31). These body
size-dependent differences translate into an asymmetry in for-
aging and predation risk between juveniles and adults, which
has been shown to affect structure and dynamics of ecological
communities (32).

To study the impact of these asymmetries in foraging and pre-
dation risk between juvenile and adult individuals on community
diversity and stability I simulated dynamics of randomly con-
structed, stage-structured model food webs, in which juveniles
were more food limited and more exposed to predation than
adults, and compared them with dynamics of an analogous model
without stage structure (Materials and Methods). Species in the
food web differed in body weight with only the smallest—basal—
species following self-regulating population dynamics. Foraging
interactions between all nonbasal species were modeled based
on their difference in body weight (Materials and Methods). To
focus exclusively on differences between juveniles and adults
in foraging rate and predation mortality and to allow compar-
ison between models with and without population structure, I
assumed juveniles and adults to forage at different rates on the
same range of prey species with the same preferences and thus
have overlapping diets. Juveniles and adults are furthermore
preyed upon by the same predator species but at different rates.
Asymmetry in resource foraging is represented phenomenolog-
ically by a foraging asymmetry factor ¢, ranging between 0 and
2, with juvenile and adult resource ingestion rate taken pro-
portional to ¢ and (2 — ¢), respectively (Fig. 1). Asymmetry in
vulnerability to predation is represented analogously by a pre-
dation asymmetry factor ¢, also ranging between 0 and 2, with
predation mortality of juveniles and adults taken proportional
to ¢ and (2 — ¢), respectively (Fig. 1). For ¢ =1 juveniles and
adults hence forage at the same rate, such that maturation and
reproduction are limited by food to the same extent. If in addi-
tion ¢ =1, juveniles and adults do not differ in their rates of
predation mortality either. Juvenile and adult dynamics were
modeled using a juvenile-adult structured model (33) in terms
of numerical abundances that explicitly accounts for mainte-
nance requirements, which cause maturation and reproduction
to halt at low food availabilities. For ¢ =1 and ¢ =1 this stage-
structured food web model can be shown to be identical to a food
web model without stage structure (SI Appendix, Model simpli-
fication in case of ontogenetic symmetry). Community dynamics
were simulated until density fluctuations of the persisting species
had stabilized (Materials and Methods).

Generally, juvenile individuals are far more vulnerable to pre-
dation than adults (30, 31). Empirical observations on predator—
prey body size ratios have revealed that this ratio is roughly an
order of magnitude smaller when it is computed on the basis
of the average body size in the predator and prey population
than when it is computed as the average body-size ratio between
individual predators and the individual prey in their gut (34,
35). This order of magnitude difference suggests that small indi-
viduals in a prey population are up to 10 times more likely to
be preyed upon than large individuals. Furthermore, per-capita
reproduction rates are for most species less limited by food than
juvenile maturation rates, in particular because offspring sizes
are small compared to adult body sizes (32). A competitive asym-
metry between juveniles and adults is further supported by the
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Fig. 1. Basic juvenile-adult structured food web module. Juveniles and
adults are assumed to forage with identical preferences on the same prey
species at per-capita rate gF and (2 — g)F, respectively, where q represents
the juvenile-adult ingestion asymmetry and F the functional response of the
species. Juveniles and adults are preyed upon by the same predator species,
dying from predation at per-capita rates M and (2 — ¢)M, respectively,
where ¢ represents the juvenile-adult asymmetry in vulnerability to pre-
dation and M represents the species-specific predation pressure. Per-capita
maturation and reproduction rates equal (vgF — T)T and (v(2 — q)F — T) T,
respectively, where the superscript 4 indicates restriction of these rates to
nonnegative values. Maturation and reproduction stop when food availabil-
ity F drops below T/(yq) and T/(~(2 — q)), respectively, and all ingestion
is used to cover maintenance requirements. Default parameter values are
g =0.7 and ¢ = 1.8, reflecting that maturation is more resource limited than
reproduction and juveniles are more vulnerable to predation than adults
(graphically represented by arrows of different thickness). See Materials and
Methods for more details.

occurrence of stunted populations in fish (36, 37), shellfish (38),
and dragonflies (39) and the asymmetry observed in intraspecific
competition experiments (29, 40, 41). Therefore, ¢ =0.7 and ¢ =
1.8 are adopted as default values for the juvenile-adult ingestion
and predation asymmetry parameter (but see SI Appendix, Fig.
S1 for the effect of varying ¢ and ¢).

When juveniles are more limited by food and are more preda-
tor sensitive than adults (¢ =0.7, ¢ =1.8), the structured model
results in communities with on average 20 or more nonbasal
species persisting on the single basal species (Fig. 2). In con-
trast, food web simulations with the corresponding unstructured
model result in persistence of on average 3 to 4 nonbasal species
(Fig. 2 and SI Appendix, Fig. S1). This increase in community
diversity due to juvenile—adult asymmetry is larger at higher sys-
tem productivity (SI Appendix, Fig. S2). In addition to increasing
community diversity juvenile—adult asymmetry also increases the
complexity of the food web that structures the community. Food
webs resulting from model simulations without stage structure
are simple, mostly linear food chains, with most species foraging
on a single prey and vulnerable to a single predator (Fig. 2 and
SI Appendix, Fig. S3). In contrast, food webs resulting from sim-
ulations with juvenile—adult asymmetry are complex with most
species foraging on multiple prey species and exposed to preda-
tion by multiple consumer species (Fig. 2 and SI Appendix, Fig.
S3). Diverse and complex communities occur in particular when
predation on juveniles is 8 to 10 times larger than on adults and
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Fig. 2. Juvenile-adult stage structure increases community size and complexity. (A) Frequency distribution of community sizes (nonbasal species only) and
(B) examples of food webs resulting from 500 replicate food web simulations without stage structure (Top) and including stage structure with foraging and
predation asymmetry between juveniles and adults (Bottom). In B vertical positions indicate trophic level. Inner circles in Bottom row indicate the density
of juveniles as fraction of total population density. Arrow widths indicate the relative feeding preference of consumers for a particular prey species.

is less dependent on foraging differences (SI Appendix, Figs. S1 ~ amplitude fluctuations in species abundances reminiscent of clas-
and S7). sical predator—prey cycles (Fig. 3). The cycle amplitudes more-

Temporal dynamics of food webs that result from model over increase with increasing community size especially because
simulations without stage structure are characterized by large- minimum species densities during the cycle decrease (Fig. 3),
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Fig. 3. Juvenile-adult stage structure stabilizes community dynamics. (A) Examples of dynamics of all species in food web simulations without stage
structure (Top) and including stage structure with foraging and predation asymmetry between juveniles and adults (Bottom). Corresponding food web
structures are shown in Fig. 2 B, Right. (B) Boxplot of minimum (blue bars) and maximum (red bars) total densities of all populations as a function of
community size for all persisting species in 500 replicate food web simulations without (Top) and with stage structure and foraging and predation asymmetry
between juveniles and adults (Bottom).
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ultimately leading to species extinction and reductions in com-
munity diversity. In contrast, the complex food webs resulting
from the structured model with juvenile-adult asymmetry either
are stable or exhibit small-amplitude fluctuations in total species
densities (Fig. 3). Furthermore, if fluctuations in total species
densities occur, their amplitude is unaffected by community
size (Fig. 3).

When juveniles are more limited by food and more preda-
tor sensitive than adults, 22% of the food webs generated by
the structured model approach a stable community equilibrium
(Materials and Methods and SI Appendix, Computing eigenvalues
of the stage-structured model). These stable communities allow for
disentangling how food web interactions and population struc-
ture together affect community stability. The structured model in
terms of juvenile and adult abundances can be transformed into
an equivalent model, in which each species is represented by its
total density and the fraction of juveniles in it. The transforma-
tion separates the model into a “total species-density subsystem”
and a complementary “species-structure subsystem.” Commu-
nity stability is now determined by the stability of each of these
two subsystems on their own and their interactions (Materials
and Methods). The stability of the species-density subsystem on
its own is determined by the usual community matrix, measur-
ing the per-capita effect of species on each other’s growth rate.
For all stable communities resulting from the structured model
in the case of juvenile—adult asymmetry the dominant eigenvalue
of this community matrix is positive and large (Fig. 44). The
community matrix hence predicts these communities to be highly
unstable, which mostly results because only the basal species is
regulated by a negative self-effect, top predators have no self-
effect, and all other nonbasal species exhibit positive self-effects
(Materials and Methods and SI Appendix, Fig. S5). The dominant
eigenvalue of the Jacobian matrix determining the stability of the
coupled subsystems of species density and species structure, how-
ever, has a negative real part for all stable communities (Fig. 44)
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mostly because the species-density subsystem is connected to and
interacts with the species-structure subsystem and the dominant
eigenvalue of the matrix determining the stability of this species-
structure subsystem on its own has a negative real part. The
large differences between the dominant eigenvalues of the com-
munity and Jacobian matrices indicate that the dynamic nature
of the fraction of juveniles of the species is key to community
stability.

Simulations of community dynamics starting from stable com-
munity states confirm the stabilizing impact of dynamic pop-
ulation structure and how it increases the resilience of the
community: Even after a disturbance that reduces the density
of all species by 50% the complete model involving the cou-
pled species-density and species-structure subsystems predicts
a rapid return to the stable community equilibrium (Fig. 4C).
The reduction in density at most results in the extinction of
a few species (SI Appendix, Fig. S6). In contrast, when start-
ing in the undisturbed community equilibrium and simulating
dynamics using only the species-density subsystem with for each
species the fraction of juveniles constant and equal to its equilib-
rium value, species densities soon start to fluctuate wildly (Fig.
4C). Consequently, most species eventually go extinct and the
community ends up being of similar size to the communities
predicted by the food web model without population struc-
ture (SI Appendix, Fig. S6). Similar results were obtained with
an alternative method (42) to represent the stage structure of
each species by a single measure of species density. Likewise,
starting in the undisturbed community equilibrium and simu-
lating dynamics using a corresponding, age-structured model,
in which the juvenile maturation rate is set constant in time
and equal to its equilibrium value, wild fluctuations in species
density soon develop (Fig. 4C) and the community eventually
ends up being of similar size to the communities predicted by
the food web model without population structure (SI Appendix,
Fig. S6).
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Fig. 4. Adaptive stage structure stabilizes community dynamics. (A) Real part of the dominant eigenvalue of the community matrix (Top) and the Jacobian
matrix determining community stability (Bottom) as a function of community size for all stable communities resulting from simulations with the stage-
structured model and foraging and predation asymmetry between juveniles and adults (Materials and Methods). (B) Example of a stable community with 21
nonbasal species. (C) Dynamics of the community shown in B with a constant juvenile-adult density ratio equal to its equilibrium value for each species and
initial densities equal to their equilibrium densities (Top Left), with a constant juvenile maturation rate equal to its equilibrium value for each species and
initial densities equal to their equilibrium densities (Top Right, model equivalent with an analogous age-structured model), and with dynamic juvenile-adult
stage structure following a disturbance event that reduces the densities of all species in the community by 50% (Bottom) (Materials and Methods).

40f8 | PNAS
https://doi.org/10.1073/pnas.2023709118

de Roos

Dynamic population stage structure due to juvenile—adult asymmetry stabilizes complex ecological

communities


https://www.pnas.org/lookup/suppl/doi:10.1073/pnas.2023709118/-/DCSupplemental
https://www.pnas.org/lookup/suppl/doi:10.1073/pnas.2023709118/-/DCSupplemental
https://www.pnas.org/lookup/suppl/doi:10.1073/pnas.2023709118/-/DCSupplemental
https://www.pnas.org/lookup/suppl/doi:10.1073/pnas.2023709118/-/DCSupplemental
https://www.pnas.org/lookup/suppl/doi:10.1073/pnas.2023709118/-/DCSupplemental
https://www.pnas.org/lookup/suppl/doi:10.1073/pnas.2023709118/-/DCSupplemental
https://www.pnas.org/lookup/suppl/doi:10.1073/pnas.2023709118/-/DCSupplemental
https://doi.org/10.1073/pnas.2023709118

Stability of these model communities therefore depends on the
dynamic changes in juvenile—adult ratio in the population and on
the food dependence of both the maturation and the reproduction
rate. The dynamics of the juvenile fraction in each of the species
dampen density fluctuations in the community in various ways.
For example, increases in reproduction of one particular species
have more limited effects on its prey species and are more quickly
quenched by its predators, when juveniles forage at lower rates
and are more vulnerable to predation, than in the absence of any
population structure. Increases in food availability for a particular
focal species will lead to modulation of the interaction strength
with its prey, as higher prey densities will speed up maturation,
increase the fraction of adults, and thus increase the average per-
capita impact of the species on its prey. Furthermore, a dynamic
population stage structure also buffers against fluctuations in pre-
dation pressure, as increases in predation will primarily affect the
juveniles that are limited most by food availability. Higher mor-
tality under these conditions has been shown to relax possible
bottlenecks in juvenile maturation and to increase the efficiency
with which resources are used for population growth as opposed to
being used for somatic maintenance (33,43). Thus, dynamic popu-
lation stage structure leads to adaptive modulation of the average
interaction strength between species that counters fluctuations in
bottom-up and top-down effects.

The presented results are robust to changes in the popula-
tion stage structure as well as the model describing dynamics
of each of the species. Similar results regarding community
diversity, complexity, and dynamics are obtained under even
wider parameter ranges when populations are represented by
the biomass densities in three life history stages (small juveniles,
larger immatures, and adults) as opposed to numerical abun-
dances of juveniles and adults only and the dynamics of each
population are modeled using a stage-structured biomass model
that approximates the dynamics of a complete population body
size distribution (Materials and Methods and SI Appendix, Stage-
structured biomass model of species dynamics and Figs. S7-S9).
The communities resulting from this more detailed model tend
to be even larger with on average 25 to 30 species coexisting on a
single basal species.

The topology of the interaction network between species in a
community, which forms the theoretical foundation of existing
studies on community stability, may hence provide only partial
insight into the mechanisms stabilizing complex communities
and may even suggest necessary conditions for stability, such
as ubiquitous self-regulation, that might prove too restrictive
once the dynamics of population stage structure are taken into
account. As shown here, the dynamic population structure can
simply overrule the destabilizing effects of the species interac-
tion network. This within-species mechanism thus breaks up in a
realistic and natural way the constraints on community complex-
ity that were originally identified by May (6, 7) and extends the
range of mechanisms and constraints on community interactions
that have been identified to promote stability using species-based
approaches (13-18). If we are to model the impact of envi-
ronmental change on complex ecological communities, we need
models that can fully capture the diversity, complexity, stability,
and vulnerability of these systems—this study represents a major
advance on existing approaches that consider only species-level
interaction networks.

Materials and Methods

Food Web Construction. Model food webs are constructed by assigning each
of an initial N=7500 species random niche values n; between 0 and 1.
Niche values are related to body size w; following w; = (wmax)”i(wm,-,,)“*”i)
with minimum and maximum species body size equal to Wnin = 1078
and Wpmax = 10* g, respectively (S/ Appendix, Fig. S10). To represent doc-
umented prey-predator body size ratios (35, 44) more faithfully than in
the niche model (45) the center ¢; of the feeding niche of consumer
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species i is uniformly distributed between n; — 2.5/"°log(Wmax /Wmin) and
n; — 0.5/"°10g(Wmax/Wmin), resulting in median prey-predator body size
ratios between 1072 and 10~%°. The width r; of the feeding niche
equals 1/1°Iog(wmax/wm;,,), such that consumer species i feeds on prey
species with body sizes ranging between (Wpax)5 1/ 2 (Wpin)' ~ 71/ and
(Winax) i 71/ (Wi ~€i7i/ D) The relative preference v of consumer i for
prey k follows a piecewise continuous hump-shaped distribution with finite
range (Bates distribution of order 3):

Nk — G 1\2 . 1 Nk — ¢ 1
6 - if —-< < —=
(7 +2) 257 T e

Yik = +12 nk—ci+1>,2 if,lgnk_c"<1 [1]
i 6 ri 6
6 (M= _1Y flom—a 1
ri 2 ri 2
0 otherwise.

Food Web Dynamics without Stage Structure. Species are ranked according
to their niche value (i.e., body size) and their numerical abundances are
indicated with C;. The basal species (with index 1) is assumed to forage on
its own exclusive resource R, the dynamics of which are described by

% :P*JR*O&1RC1 [2]
with P the productivity of the resource and § its turnover rate, while
a4 scales the predation pressure of the basal species on its resource.
The resource dynamics are assumed to be in pseudo-steady state, such
that R=P/(5 + a1 Cy) at all times. The (linear) functional response of the
basal species, indicated with F;, is consequently assumed to equal the
pseudo-steady-state value of R:

P

Fil=———F.
5+ a1G

[31

Nonbasal species are assumed to forage following a type Il functional
response on all other species in the community at a relative rate
(Eq. 1) determined by the species body size ratio. The encounter rate of
a consumer species with index i with all its prey species (indexed with k)
therefore equals

Ei= Z Yik Ck [4]

k<i

and its functional response F; (scaled between 0 and 1) equals

E;

— S 5
Hi + E; 5l

1
with H; the consumer’s half-saturation density. Because the prey—predator
body size ratio is assumed to be strictly smaller than 1, consumer species i
can only forage on all species with index k < i.

The dynamics of all species densities are now described by

d¢;
= =FG— (Ti+ )G — G > oty

Ck
[6]
dt k>

Hi + E¢’

where E; and F; represent the value of the food encounter rate and the
scaled functional response of species i, respectively. The parameter ; relates
the growth rate of species i to its functional response F;, while «; scales the
predation pressure of species i on its prey species. The parameters T; and
ui represent the population loss rate through somatic maintenance costs
and background mortality, respectively. Note that all species are ordered
according to their body size and hence only species with an index k > i can
feed on species J.

Food Web Dynamics with Stage Structure. Numerical abundances of juve-
nile and adult individuals of consumer species i are indicated with J; and
A, respectively. Juveniles and adults are assumed to feed on the same
range of prey species, have the same prey preferences, and thus have over-
lapping diets. However, juveniles and adults feed at different rates, such
that the foraging rates of juveniles and adults of species i equal qa;F;
and (2 — q)«aFj, respectively, with proportionality constants «; and F; the
functional response of species i.
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Juveniles and adults are also assumed to differ in their sensitivity to
predation, such that the predation mortality experienced by juveniles and
adults of species i equals $M; and (2 — ¢)M;, respectively, where M; rep-
resents the predation pressure exerted on species i by all of its predators.
The parameters q and ¢ are referred to as the foraging and predation
asymmetry between juveniles and adults.

The functional response for the basal species is defined analogously
to the model without stage structure, taking into account the foraging
asymmetry between juveniles and adults,

P

Fi= , [71
TS (gh + - @A)
while the encounter rate with prey for nonbasal species equals
Er=> " vu (¢ + 2 — $Ac). 8]

k<i

The expression for the functional response of nonbasal species remains the
same (Eq. 5). In addition to decreasing through background mortality the
numerical abundances of juvenile and adult individuals change through
reproduction and maturation. These processes are described by a stage-
structured model (33) that assumes maturation and reproduction to stop
when food availability drops below a threshold level and food intake is
not sufficient to cover basic maintenance costs. In particular, maturation of
juveniles of species i depends on its functional response F;, following

m;(F;) = max(viqf; — T;, 0), [9]
while reproduction by adults follows
bj(F;) = max(vi(2 — @)F; — T;, 0). [10]

Analogous to the model without stage structure the parameter ~; relates
maturation and reproduction to the food availability, gF; and (2 — q)F;, for
juveniles and adults, respectively. The maximum functions in the expres-
sions for m;(F;) and b;(F;) ensure that maturation and reproduction halt
whenever food availability F; drops below T;/(g;) and T; /((2 — q)~), respec-
tively. The parameter g hence determines in a phenomenological manner
whether maturation (g < 1) or reproduction (g > 1) is more limited by food
availability.

Dynamics of the juvenile-adult structured food web model are described
by

dJ;

ditz = bi(F)A; — mi(F)J; — pili — ¢JiM; [11]

dA;
P mi(Fi)J; — wiAi — (2 — P)AM; [12]

with J 42 A
Qi + (2 — q)A

M= , — DA 13
; gakwk, AT E 3]

the predation pressure exerted on species i by all of its predators.

Model Parameterization. Parameter values were randomly selected, but con-
strained by default scaling relationships with species body size as presented
by de Roos and Persson (ref. 32, boxes 3.3 and 3.4), except that the time
variable and hence all rate parameters have been scaled by a factor of
10 to speed up numerical computations. The default parameter scaling
relationships with body size reflect documented generalities (28, 46, 47)
that maximum ingestion rates are roughly an order of magnitude larger
than maintenance rates, that conversion efficiency is roughly 60%, and
that losses through background mortality are 7 to 10 times smaller than
losses through maintenance. More specifically, for each nonbasal species,
the half-saturation density H; occurring in its functional response F; was sam-
pled uniformly from the interval [0.5,2.5]. The parameters «;, v;, T;, and p;
were assumed to scale with w,.‘°'25. For each species i the values of these
parameters were generated using the equations

aj=ag (1420401 — 1/2)w; 0%
Yi=0 (1420, — 1/2)w; 0%
Ti=To (1420703 — 1/2)w; 0%

pi=po (1420, 064 — 1/2)w; %

with ag=1.0, 79 =0.6, To =0.1, and po =0.015 the default mean values
of the species-specific parameters (32). The species-specific parameters «;,
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~i, Ti, and p; were for each species randomly selected from a Bates distri-
bution of degree 3 around these mean values. The Bates distribution is the
continuous probability distribution of the mean, X, of three independent
uniformly distributed random variables on the unit interval. Random val-
ues from this distribution range between 0 and 1 with mean value of 1/2.
The quantities x;; are independent realizations of the random variable X,
while o4, 04, o7, and o, represent the one-sided, relative width of the
distributions of the species-specific parameters «;, ~;, T;, and p;, respec-
tively, around their mean values. Default values for these relative widths
equal 0.1, such that all species-specific parameters range between 0.9 and
1.1 times their default, mean value and follow hump-shaped distributions
within these ranges. Finally, the productivity P and turnover rate § of the
exclusive resource for the basal species were taken equal to 60 and 2.0,
respectively, in all computations, unless stated otherwise. The two remain-
ing parameters in the model, the foraging asymmetry parameter g and
the predation asymmetry parameter ¢, were varied between the different
computations to assess their effect on community dynamics.

Numerical Simulation Procedure. Numerical integrations of the food web
with N =500 species were carried out using an adaptive Runge-Kutta
method implemented in C. Relative and absolute tolerances during the
integration were set to 10~ and 10~ '3, respectively. During the first 10*
time units no species were removed from the community, even if they
attained very low density. For t > 10* each species, whose total density
J;i + A; dropped below 10~8, was removed from the community. This per-
sistence threshold ensures that the product of the relative tolerance (1077)
and the lowest species density (10~8) is larger than the machine precision
(equal to 1.11- 10~ '® according to the Institute of Electrical and Electronics
Engineers (IEEE) 754-2008 standard in the case of double precision). Dur-
ing numerical computations mean and variance as well as the maximum
and minimum values of the total species density J; + A; were continuously
monitored for all species. The values of these measured statistics are reset
whenever the community structure changes as one or more species in the
community go extinct. Numerical integrations are halted whenever the com-
munity structure has not changed for 10° time units and no change has
occurred from one time unit to the next in the values of these statistics
(mean, minimum, maximum, and variance of total species density) for all
species in the community.

Sources of Community Stability. Through analytical manipulations the
model in terms of juvenile abundances J; and adult abundances A; can
be recast into an equivalent model in terms of total species abundance
C; =J; + A; and the fraction of juveniles in a population Z; = J;/C;. In terms
of these alternative model variables the functional response value for the
basal species can be written as

P

Fr= [14]
T S ar (@2 + R — (1 —Z))G
while the encounter rate with prey for nonbasal species equals
E= ik (6Zk + Q2 — &)1 = Z0) Gk [15]

k<i

The dynamics of total species density and fraction of juveniles in all
populations are then described by

[o[@
i bi(F)(1 — Z)C; — G — (9Z; + 2 — )1 — Z))CGM; [16]
dz; 2
P bi(F)(1 — Z;)* — mi(F)Z; — 2(¢p — (1 — Z)ZiM; [17]
e (02 + @ — Q1 - Z))C
qZ + (2 —q)(1 —Z4))Ci
M, = ) 18
gakwk Het Ee [18]

the predation pressure exerted on species i by all of its predators.
The resulting system of differential equations can hence be written as

dC
e K(C, 2) [19]
dz
i L(C, 2) [20]

in which C and Z indicate vectors of all total species abundances and frac-
tions of juveniles in all populations, respectively. The vector-valued functions
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K(C, 2) and L(C, Z) contain the right-hand side of the differential equations
dC;/dt for the species-density subsystem and dZ; /dt for the species-structure
subsystem, respectively. For a system with m species the Jacobian matrix J of
the ordinary differential equations above is a 2m x 2m matrix of the form

oK oK
J= oc oz . [21]

oL oL

ocC oz
Each of the four parts of J is a m x m matrix containing the partial
derivatives of the functions K(C,Z) and L(C, Z) with respect to the total
species densities (Cy, . . ., Cy) and fractions of juveniles (Z, . . ., Zy). Expres-
sions for these partial derivatives are provided in S/ Appendix, Computing

eigenvalues of the stage-structured model.

All communities resulting from the stage-structured model with asymme-
try in feeding and predation between juveniles and adults (g =0.7, ¢ = 1.8)
for which the minimum and maximum values of the total species density
differ less than 10~° for all species are classified as stable. Communities for
which minimum and maximum values of total density of at least one species
differed more than 10~ from each other are considered unstable (cycling).
For both stable and unstable communities the average total abundance and
fraction of juveniles observed in the simulation were used as starting values
to numerically solve for the equilibrium state using the package “rootSolve”
(48, 49) in R (50). For all 115 stable communities the equilibrium commu-
nity state was successfully located and was numerically indistinguishable
from the average densities and juvenile fractions observed in the numerical
simulations. For 147 communities that were considered unstable (cycling)
the numerical solution procedure also converged to an equilibrium com-
munity state with all species present, while for 238 unstable communities
the numerical solution procedure did not converge to such an equilibrium
state. For all equilibrium community states found, the Jacobian matrix J is
evaluated by substituting for all species the equilibrium value for total abun-
dance and fraction of juveniles as well as all general and species-specific
parameters into the expressions for the elements of J. The eigenvalues of
the Jacobian matrix are subsequently computed using the routine eigen() in
R (Fig. 4 A, Bottom, for stable communities only; see S/ Appendix, Fig. S4 for
both stable and unstable communities).

To evaluate how dynamic changes in population stage structure (i.e.,
changes in the juvenile-adult ratio) affect community stability, the eigen-
values of the Jacobian matrix J of stable communities are compared with
the eigenvalues of the top-left submatrix of J, the m x m matrix 6K/8C.
The latter matrix determines the stability of the species-density subsystem
on its own with the juvenile fraction of each species equal to its equilibrium
value. This matrix also corresponds to the community matrix with elements
A(dC;/dt)/dC; capturing the per-capita effect of the species in the commu-
nity on each other’s growth rate. The community matrix determines the
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stability of a model, in which the dynamics of total species densities follow
the same set of equations as in the full model, but the fraction of juveniles
in the populations is constant over time and equals the fraction of juveniles
of the species at equilibrium (Fig. 4 A, Top). Comparing the eigenvalues
of the Jacobian matrix J and the community matrix reveals the impact of
dynamic changes in the population structure of the species on the stability
of the community equilibrium (S/ Appendix, Computing eigenvalues of the
stage-structured model).

To further assess the differences between constant and dynamic juvenile
fractions in the populations, for all stable communities resulting from the
stage-structured model with asymmetry in feeding and predation between
juveniles and adults (g = 0.7, ¢ = 1.8) community dynamics were computed
starting from the equilibrium community state using the reduced model
including the differential equations dC;/dt for the species-density subsys-
tem only, with the juvenile fraction Z; in each of the populations taken
equal to its equilibrium value inferred from the stable community state
(Fig. 4 C, Top Left and SI Appendix, Sources of community stability and Fig.
S$6). Similarly, community dynamics were computed with an age-structured
analogue of the full model including differential equations dC;/dt for the
species-density subsystem and dZ;/dt for the species-structure subsystem,
but with the juvenile maturation rate m;(F;) for each of the species in the
community taken constant in time and equal to the maturation rate in the
equilibrium community state. These simulations were also started from the
equilibrium community state (Fig. 4 C, Top Right and SI Appendix, Sources
of community stability and Fig. S6). Finally, community dynamics were com-
puted with the full model including the differential equations dC;/dt for
the species-density subsystem and dz;/dt for the species-structure subsys-
tem and dynamic changes in the juvenile maturation rates starting from a
community state in which the initial density of each species was exactly 50%
of its equilibrium value as inferred from the stable community state (Fig. 4
C, Bottom and SI Appendix, Fig. S6).

Extent of Self-Regulation. For stable communities the extent of self-
regulation of species is assessed with the diagonal elements of the com-
munity matrix, the m x m matrix 9K/0C, which measures the positive or
negative effect of the total species abundance C; on its own rate of change
dC;/dt (S| Appendix, Fig. S5).

Data Availability. All code, data files, and R scripts used to generate
the figures are available in Bitbucket at https:/bitbucket.org/amderoos/
structuredfoodweb/.
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