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A potential role for rare species in 
ecosystem dynamics
Torbjörn Säterberg   1,2, Tomas Jonsson   3,4, Jon Yearsley   5, Sofia Berg4 & Bo Ebenman1,6

The ecological importance of common species for many ecosystem processes and functions is 
unquestionably due to their high abundance. Yet, the importance of rare species is much less 
understood. Here we take a theoretical approach, exposing dynamical models of ecological networks 
to small perturbations, to explore the dynamical importance of rare and common species. We find that 
both species types contribute to the recovery of communities following generic perturbations (i.e. 
perturbations affecting all species). Yet, when perturbations are selective (i.e. affects only one species), 
perturbations to rare species have the most pronounced effect on community stability. We show that 
this is due to the strong indirect effects induced by perturbations to rare species. Because indirect 
effects typically set in at longer timescales, our results indicate that the importance of rare species may 
be easily overlooked and thus underrated. Hence, our study provides a potential ecological motive for 
the management and protection of rare species.

The ecological importance of common species is relatively well documented1–3. Yet, the ecological and functional 
role of rare species, which make up the overwhelming majority of species in the world’s ecosystems4, is less well 
known5. There are, however, studies clearly demonstrating the keystone role played by some rare species6–8 and 
their significant contribution to the functional diversity of ecosystems9–12. Yet, the relative importance of rare 
versus common species for the stability of ecosystems in general is largely an open question.

Theoretically, the relative ecological role of rare and common species has received little attention. So far, how-
ever, in dynamical models of ecological networks, i.e. networks describing who interacts with whom in an eco-
system, enforced extinctions of common species has been shown to lead to larger community wide effects than 
extinctions of rare species13,14. It has also been found that functional extinctions – where an increased mortality 
rate and subsequently reduced abundance of a given species first leads to an extinction of another species in the 
community rather than the species itself – are more likely to occur if the perturbation affects a ‘high biomass’ 
(i.e. common) species compared to a ‘low biomass’ (i.e. rare) species15. Similarly, harvesting a species at maxi-
mum sustainable yield has been shown to lead to larger community wide effects if harvesting is applied to com-
mon compared to rare species16. All these studies indicate that when large and sustained selective perturbations 
affect common species it will lead to larger community wide effects than if such perturbations affect rare species. 
However, the methods used in these studies are not directly suitable for evaluating the relative dynamical impor-
tance of rare and common species, since these type of perturbations may be considered large from a community 
point of view when applied to some species, and small when applied to others. For example, selective removal 
of a high biomass species may be considered a much larger perturbation to a community than removal of a low 
biomass species. Thus, thoroughly comparing the relative dynamical importance of rare and common species in 
an unbiased way requires a more sophisticated approach. To this end, an alternative is to investigate how small 
perturbations, assumed to be of equal magnitude across species, affects the stability properties of a community. 
Analytical methods for addressing the response to such perturbations have been derived17–20, yet the relative effect 
of perturbing the density of rare and common species has not been thoroughly investigated [but see20].

Here we use a theoretical approach, combining analytical and numerical methods, to investigate the relative 
importance of rare and common species for the stability properties of ecological network models. First, we inves-
tigate the relative role of rare and common species in governing the rate of return to equilibrium following generic 
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pulse perturbations; that is, temporary perturbations simultaneously affecting all species in a community. Second, 
we investigate the recovery of ecological networks exposed to selective pulse perturbations (i.e. temporary per-
turbations that affect one species at a time) to rare and common species, respectively. Third and finally, we inves-
tigate community wide responses of small selective press perturbations, that is, permanent perturbations, to rare 
and common species. Overall, our analytical and numerical modeling results suggest that rare species may be of 
particular importance for the stability of ecological communities as communities recover more slowly following 
pulse perturbations to rare than common species, and because stronger indirect effects are induced if rare rather 
than common species are permanently perturbed.

Results
The relative role of rare and common species in governing the recovery of ecological networks 
following generic pulse perturbations.  Consider the dynamics of a system of n interacting species:

∑α α= + + ≠
dN
dt

N r N N( ), (1)
i

i i ii i i j ij j

where dNi/dt is the rate of change in density of species i, Ni is the density of species i, ri is the intrinsic growth rate 
of species i, αii is the per capita interaction strengths within species and αij is the per capita interaction strength 
between species j and i (i.e. the effect of species j on species i).

Following a linearization around an equilibrium point of the non-linear system (Eq. 1) the dynamics of small 
pulse perturbations (i.e. temporary perturbations) can be studied (Methods). If such perturbations eventually 
decay, the equilibrium point is called locally stable. Here we investigate the recovery process towards such locally 
stable equilibria (See Supplementary Fig. 1 for a conceptual illustration of this approach), using both analytical 
and numerical methods, and investigate the relative dynamical importance of rare and common species during 
the recovery process.

If it is assumed that a generic pulse perturbation, on average, affects each species in a community to an equal 
extent, the median initial recovery rate (i.e. just after the perturbation has been imposed [at t = 0+]) is given by 
(See Methods & Supplementary Fig. 1):

∑ α= − =R
n

N1 , (2)Init i
n

ii i1
ˆ

where RInit is the median recovery rate of the system at time t = 0+, αii is intra-specific competition and N̂i is the 
equilibrium density of species i. If the per capita intra-specific competition among species in a community is 
assumed to be approximately equal, this equation illustrates that the median initial return rate is primarily gov-
erned by common species. Yet, if there is a strong negative correlation between the density of species and their 
intra-specific competition coefficients this result does not hold.

Furthermore, the initial return rate to equilibrium following a pulse perturbation is only an initial snap-shot 
(i.e. at time t = 0+) of the whole recovery process (See Supplementary Fig. 1). Other species may therefore be 
dynamically important during the rest of the recovery process. As a pulse perturbation decays it will eventually 
(asymptotically) decay at a rate given by the dominating eigenvalue, λ, of the Jacobian matrix evaluated at an 
equilibrium of the system in question (See Supplementary Fig. 1). This return rate – one measure of a system’s 
resilience – has frequently been used as a measure of ecological stability20–22. For systems close to instability, that 
is, systems that are particularly vulnerable to perturbations, λ will be close to zero and resilience, Λ = −Re(λ), can 
be approximated by (See Supplementary Information Section 1 for derivation):

ˆD D
N (3)i

n i

i
1

1
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−
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Here D is the determinant of the Lotka-Volterra interaction matrix A with elements αij (Eq. 1), and D-i is the 
determinant of the reduced matrix A−i with the ith row and column removed from A. Equation (3) shows that 
resilience is a weighted harmonic mean of species equilibrium densities, and therefore is primarily governed by 
the densities of rare species. Now, if species 1 is very rare compared to the other species, resilience can be further 
approximated by Λ ≈ − −

ˆDN D/1 1 (See Supplementary Information Section 1 for details). This shows that resil-
ience is most sensitive to changes in the equilibrium density of the rarest species in a community. Yet, if the dom-
inating eigenvalue is complex, resilience is instead most sensitive to changes in the equilibrium density of the 
second rarest species in the community (See Supplementary Information Section 1). It is further worth noting 
that the dominating eigenvalue is not only important for species dynamics at longer timescales. In relation to 
other eigenvalues it also has the largest overall influence on species densities throughout the recovery process, and 
its relative importance increases over time (See Supplementary Information Section 2).

We numerically investigated our analytical results, relaxing the assumption of closeness to an instability, using 
models of seven real food webs (with antagonistic trophic links [Methods & Supplementary Information Section 
3]) and a broad range of synthetic bipartite networks with a mixture of mutualistic, antagonistic and competitive 
interactions (Methods & Supplementary Information Section 4). Across replicates of the food webs we found the 
median initial return rate (i.e. just after a perturbation has been imposed) often to be related to the equilibrium 
biomass of the most common species (Rinit in Fig. 1). However, median initial return rates also depend on the 
intra-specific competition being experienced by species in a community (Eq. 2). In the bipartite networks, where 
intra-specific competition coefficients are different for each species in the network (Methods), there is no clear 
association between species density and median initial return rate (RInit in Supplementary Fig. 2). In fact, across 
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replicates of these networks the abundance of the most common species is not significantly correlated to median 
initial return rate (rightmost bar RInit in Supplementary Fig. 2). Thus, our numerical analyses illustrate that species 
density in a community cannot be used as a general predictor of initial return rate to equilibrium. Yet, at longer 
timescales there is a somewhat less ambiguous relationship between species density and return rate across the 
investigated systems. For recovery rates at intermediate timescales, i.e. where half of the perturbation has recov-
ered (See Supplementary Fig. 1 & Methods), rare species densities are more strongly associated with return rates 
than common species (RInterm in Fig. 1 & Supplementary Fig. 2), and at even longer timescales the significance of 
rare species is even more pronounced (RAsympt in Fig. 1 & Supplementary Fig. 2).
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Figure 1.  The relative role of common and rare species for the recovery dynamics of model food webs changes 
over the recovery process. (a) Baltic Sea; (b) Broadstone stream; (c) Lake Vättern; (d) Mountane forest; (e) 
Skipwith Pond; (f) Tropical Sea and (g) Treelease Woods. This figure shows how three different return rates 
(i.e. initial, intermediate and asymptotic return rates) following generic pulse perturbations (i.e. temporary 
perturbations affecting all species in a community) are related to species equilibrium biomasses. Bar-plots 
show the Spearman rank correlation (Rho) for the association between return rates (RInit – median return 
rate immediately after the pulse perturbation is being imposed; RInterm – median return rate for the case when 
half of the perturbation has recovered; RAsympt – asymptotic return rate [Resilience], i.e. return rate as t - > ∞) 
and equilibrium biomass of a species with a given biomass rank, across 100 food web replicates. Bars are from 
rarest (left) to most common (right) species, with rank being based on equilibrium biomass within a food 
web replicate. Red dashed horizontal lines show the two tailed threshold level of the correlation coefficient at 
a significance level of 5%. The correlation between the equilibrium biomass of a species, with a given biomass 
rank within replicates, and return rates are thus significantly positively or negatively correlated if bars cross 
any of the two threshold levels (i.e. the red horizontal lines), meaning that these species affect return rates. See 
Supplementary Fig. 1 for a graphical illustration of the different return rates being used.
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Recovery dynamics following selective pulse perturbations.  In order to disentangle the relative 
effect of perturbations to common and rare species, respectively, we conducted selective pulse perturbations. 
Initially, i.e. just after a selective perturbations has been imposed (at time t = 0+), the rate of recovery is given by 
(See Supplementary Information Section 5 for derivation):

α






 = −

= +

ˆd
dt

Nx ,
(4)t

ii i
0

where αii is the intra-specific competition coefficient for species i and N̂i its equilibrium density.
Equation (4) shows that communities in general recover more slowly initially, if selective perturbations 

affect rare rather than common species. If the initial rate of recovery to equilibrium is considered a relevant 
measure of ecological stability (a system is more stable if it is approaching the equilibrium faster), communi-
ties should be more sensitive to perturbations of rare than common species. Yet, again this result is contingent 
on the intra-specific competition of species in the community. If there is a strong negative correlation between 
intra-specific coefficients and the equilibrium densities of species this result does not hold.

As already mentioned, the initial recovery rate following a pulse perturbation is only an initial snap-shot 
and may not be representative of the whole recovery process. We therefore numerically investigated the time 
it takes until a selective perturbation decays to half of its initial magnitude (i.e. a perturbations half-life; See 
Supplementary Fig. 1 & Methods). Across all systems studied there is a strong and negative association between 
species equilibrium density and perturbation half-life (Fig. 2 & Supplementary Fig. 3). Indeed, within replicates 
of food webs as well as bipartite networks there is always a negative relationship between a species density rank 
and perturbation half-life (small barplots in Fig. 2 & Supplementary Fig. 3).

Selective press perturbations.  To further investigate the relative dynamical importance of rare and com-
mon species we conducted small selective press perturbations; that is, small and permanent perturbations (See 
Methods & Supplementary Fig. 1). These analyses show that asymptotic return rate (i.e. resilience) is more sen-
sitive to changes in the density of rare species, than to changes in the density of common species (Fig. 3 and 
Supplementary Fig. 4; See also Supplementary Figs 6, 7). Indeed, within network replicates there is a strong and 
significant negative correlation between the density rank of a species (the rarest species having rank 1) and the 
effect of a change in its equilibrium density on resilience (small barplots in Fig. 3 and Supplementary Fig. 4; See 
also Supplementary Figs 6, 7). This result is probably due to the larger changes in species densities that arise 
from selective press perturbation to rare than common species (Fig. 4 & Supplementary Fig. 5). Indeed, within 
replicates of the bipartite networks and the seven food webs there is almost always a negative association between 
species density and the overall direct and indirect effects caused by press perturbation to a given species (small 
barplots in Fig. 4 & Supplementary Fig. 5). Analytical results further show that this numerical result is general for 
the class of models studied here, i.e. generalized Lotka-Volterra models (See Supplementary Information Section 
6 for derivation).

Discussion
The dynamical importance of common species, which make up the core of ecological communities, is unques-
tionably due to their high abundances1–3. Yet, the relative dynamical importance of common vs. rare species is 
less well understood2. Theoretically, we here investigated this fundamental ecological question, and found that the 
importance of rare species may easily be overlooked and thus underrated. Small selective perturbations (assumed 
to be of equal magnitude across species) to rare species generally led to larger dynamical effects than similar 
perturbations to common species. This contrasts with previous studies showing that large perturbations, such as 
species extinctions, led to larger dynamical effects when common species, rather than rare species, were erad-
icated13–16. These apparently conflicting results illustrate that the specific type of perturbation being imposed 
will affect which specific species that are identified as major contributors to ecological stability23. Moreover, the 
identification of keystones in a community also depends on the specific stability metric being studied24,25. Here 
we used the rate of return to locally stable fixed points as a measure of ecological stability. This definition of sta-
bility assumes a static equilibrium point, while empirically based stability metrics are often based on some form 
of population or community variability24,25. Thus, in order to relate our theoretical results to empirical results 
based on the latter view, it needs to be explored if and how our theoretical stability metrics can be related to pop-
ulation variability. Although this objective warrants future research focus, it is worth noting that there is a direct 
relationship between the dominating eigenvalue of interaction matrices and population variability in stochastic 
linear discrete models26. This points to the possibility that our results, based on deterministic models, may also 
hold information for other empirically based stability measures. We have further assumed that species trophic 
interactions can be described by linear functional responses. The extent to which our results are generalizable to 
systems with non-linear functional responses therefore remains to be explored. However, it is first worth not-
ing that several theoretical studies have compared model results based on systems with linear and non-linear 
functional responses, and found that many aspects (such as the probability of observing pyramidal patterns of 
abundance27, the risk of secondary extinctions15,28,29, and the probability of local stability of ecological networks30) 
were qualitatively similar for the two scenarios. Secondly, whether linear or non-linear functional forms is a more 
realistic model of species interactions, in the range of species densities observed in multispecies systems, is an 
open question31–33. Still, to validate if our results holds also under non-linear functional responses, linearization 
using numerical methods is straight forward34,35, and the methods used here could thus easily be adopted to other 
non-linear systems in future work.

Another important aspect that should be acknowledged is the fact that equilibrium densities are functions 
of the interaction strengths in a model. One might thus argue that the findings presented here, that is, results 
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illustrating the relative importance of rare vs. common species for the stability of ecological communities, may be 
confounded by a structured pattern of species interaction strengths (something that may emerge from body size 
scaling of parameters). Still, although we observe some weak relationships between species interaction strength 

Figure 2.  The half-life of selective pulse perturbations are longer if the pulse perturbation affects rare rather 
than common species in model food webs. (a) Baltic Sea; (b) Broadstone stream; (c) Lake Vättern; (d) 
Mountane forest; (e) Skipwith Pond; (f) Tropical Sea and (g) Treelease Woods. Each data point represents the 
perturbation half-life as a result of perturbations to one species with equilibrium biomass N̂j, in one replicate of 
the food web in question. Density of data points is represented by the grey scale in the scattergrams and the 
solid red lines are trend lines based on a locally-weighted polynomial regression smoother48. Inserted 
histograms show distribution of Spearman rank correlations between perturbation half-life and species 
equilibrium biomass across 100 replicates of each food web. Red dashed vertical lines show the two tailed 
threshold level of the correlation coefficient at a significance level of 5%.
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and equilibrium biomass in the model realizations of the empirical networks (Supplementary Figs 8–10), these 
relationships are of variable signs for the different networks (positive relationships for some systems and negative 
for others), indicating that it is not differences in species interaction strengths that are driving the patterns we 

Figure 3.  The resilience of model food webs is more sensitive to changes in the equilibrium biomass of rare 
than of common species. (a) Baltic Sea; (b) Broadstone stream; (c) Lake Vättern; (d) Mountane forest; (e) 
Skipwith Pond; (f) Tropical Sea and (g) Treelease Woods. Density of data points is represented by the grey scale 
in the scattergrams and the solid red lines are trend line based on a locally-weighted polynomial regression 
smoother48. Each data point represents the sensitivity of resilience ( Λ

ˆS N( )k ) to a change in the equilibrium 
biomass of one species (N̂j) in one replicate of the network in question. Inserted histograms show distribution of 
Spearman rank correlations between sensitivity of network resilience and species equilibrium biomass across 
100 replicates of each food web. Red dashed vertical lines show the two tailed threshold level of the correlation 
coefficient at a significance level of 5%.
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see in the model food webs. Moreover, for both the bipartite networks, where there are no relationships between 
equilibrium densities and interaction strengths (Supplementary Fig. 11), and the analytical results, which are to a 
large extent independent of the specific parametrization used, we found similar results with respect to the relative 

Figure 4.  Selective press perturbations lead to larger changes in species equilibrium abundances if the 
perturbation affects rare rather than common species. (a) Baltic Sea; (b) Broadstone stream; (c) Lake Vättern; 
(d) Mountane forest; (e) Skipwith Pond; (f) Tropical Sea and (g) Treelease Woods. Density of data points is 
represented by the grey scale in the scattergrams and the solid red lines are trend line based on a locally-
weighted polynomial regression smoother48. Each data point represents the total effect on all species in a 
community ( ∑ |− |=

−clog( ( ) )i
n

ij1
1 ) of selective perturbations to one species with equilibrium biomass N̂j, in one 

replicate of the network in question. Inserted histograms show distribution of Spearman rank correlations 
between the total effect of selective perturbations and species equilibrium biomass across 100 replicates of each 
food web. Red dashed vertical lines show the two tailed threshold level of the correlation coefficient at a 
significance level of 5%.
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importance of rare vs. common species. Altogether, we thus think that the results presented here are fairly robust 
to the specific model parameterization being applied.

Our contribution partly builds on the elegant and informative tools developed by Arnoldi et al.20 to study 
short- to long-term recovery of communities following pulse perturbations. Although the major contribution 
by Arnoldi et al.20 was to develop tools for studying recovery dynamics of communities following generic pulse 
perturbations, they also began to explore the relative role of abundant and less abundant species for ecosystem 
recovery. To this end, they derived an analytical result showing that the rare species in a two species community 
(where a negative unidirectional effect of a common species on a rare species is assumed) governs asymptotic 
recovery rate, and found numerically that the rarest species, in a system with competitive interactions only, gov-
erns asymptotic recovery rate. In contrast, our study disentangles the relative role of rare and common species 
for ecological stability at short- to long-time scales, in arbitrarily complex systems (i.e. specious systems with any 
interaction types), following generic pulse perturbations, selective pulse perturbations as well as selective press 
perturbations. Using a broad set of analytical as well as numerical methods we have developed the theoretical 
understanding of the potential relative role of rare and common species for ecological stability by significantly 
extending the findings of Arnoldi et al.20, specifically showing that: (i) the long term recovery rate of arbitrarily 
complex generalized Lotka-Volterra model systems (i.e. with any combination of interaction types) that are close 
to an instability is governed by rare species and that the contribution of rare species to the recovery process can 
be significant also at shorter time scales; (ii) press perturbations to rare species lead to an overall larger effect on 
ecological stability than what perturbations to common species do; (iii) communities are more sensitive to selec-
tive pulse perturbations to rare than common species since communities recover more slowly when rare rather 
than common species are perturbed.

One might argue that our result, showing that communities recover slowly following selective pulse perturba-
tions to rare species, only depends on the fact that rare species approaches equilibrium slowly. By extension, this 
might be interpreted as if perturbations to rare species only have negligible impact on community dynamics, and 
only at very long timescales as the rare species recover. Yet, in general we found this not to be true. In fact, (i) rare 
species have a strong effect on return rates already at intermediate time scales and (ii) stronger indirect effects 
(i.e. effects on other species mediated via chains of interactions) appear if rare species are perturbed compared to 
if common species are perturbed (See also Supplementary Information Section 7). Since indirect effects typically 
set in at intermediate to long timescales36,37, our results indicate that the effect of perturbations to rare species 
may be hidden in ecological dynamics (i.e. not immediately evident and manifested only when indirect effects 
unfold as time progresses), but the response of rare species perturbations may nevertheless be strong. Therefore, 
our study indicates that rare species may be just as ecologically important as common species, but the dynamical 
effects caused by perturbations to rare species may be hard to detect as well as difficult to predict (due to the inde-
terminacy of ecological interactions involving indirect effects19). Thus, our results provides a potential ecological 
motive for the protection and management of rare species.

Methods
Theory on recovery dynamics.  The dynamics of a non-linear system, with time derivatives dN

dt
i , close to an 

equilibrium point, N̂, can be studied using a first order linear approximation:

= =
d
dt

x Cx x x, (0) (5)0

where C is the Jacobian matrix of the system evaluated at an equilibrium ˆ





. . = |





∂

∂
i e cij N N

dNi
dt

j
, x is the displacement 

from the equilibrium, i.e. = − ˆx N Ni i i, and x(0) is an initial displacement from the equilibrium at time t = 0.
The system of differential equations (Eq. 5) has the particular solution:

=t ex x( ) , (6)tC
0

and if the real part of the eigenvalues of C are all negative, the initial perturbation eventually decays; that is, 
eCt → 0 as t → ∞. Such systems are called locally (or asymptotically) stable. Further, for a locally stable system, a 
small initial perturbation will eventually (asymptotically) decay at a rate determined by the dominating eigen-
value of C, i.e. the eigenvalue with largest real part. This rate of return is sometimes called the resilience of a 
system:

λ≡ −Resilience Re( ) (7)

Return rates following generic pulse perturbations.  In a recent study, Arnoldi et al.20 developed a set 
of different return rate metrics that are useful for studying short to intermediate term responses to pulse perturba-
tions of locally stable communities. It is known that resilience is an intrinsic property of a locally stable equilibrium 
and thus independent of the specific pulse perturbation being imposed. However, at shorter timescales recov-
ery dynamics of any given community depends on the direction of the perturbation. Therefore, Arnoldi et al.20  
developed an approach for investigating the median response across all perturbation directions, for different 
perturbation scenarios (i.e. assumptions on the relative strength of the initial perturbation on different species). 
One of these perturbation scenarios assumes Gaussian distributed perturbations that are on average of equal 
magnitude for all species in a community. We used this specific perturbation model as a null-model to investigate 
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the relative importance of rare and common species for the different parts of the recovery process (from the initial 
to the asymptotic response) of locally stable ecological models exposed to random pulse perturbations.

Median initial return rate (RInit).  Initially, just after a pulse perturbation is being imposed to a stable equilibrium 
(i.e. at t = 0+), the median return rate across random perturbation directions RInit can be described by20:

= −R
n

C1 tr( ), (8)Init

where n is the number of species and tr(C) is the trace, i.e. the sum of the diagonal elements, of C. Now, first 
assuming Lotka-Volterra dynamics, so that = ˆc a Nij ij i and α= − = − ∑ =

ˆR NCtr( )Init n n i
n

ii i
1 1

1  (where αii is 
Lotka-Volterra intraspecific competition terms and N̂i the equilibrium density of species i); and secondly assum-
ing that intraspecific competition, αii, is approximately equal among species in a community; it can be seen that 
the initial return rate of a community is primarily governed by the abundance of common species. If the latter 
assumption is not true, other species may be important. Yet, a strong negative correlation between abundance and 
the strength of intraspecific competition is needed for common species not to have a major impact on the initial 
response to a perturbation.

Median intermediate return rate (RInterm).  Intermediate return rates were found from numerical simulations of 
food webs and bipartite networks (See below). This was done by recording the time it takes until the magnitude of 
an initial pulse perturbation recovers to a proportion c of its initial size (See Supplementary Fig. 1):

= | + ≤ ≥T c t t sx( ) min{ ( ) c for all s 0}, (9)

where T(c) is the time it takes until the magnitude of an initial perturbation has recovered and remains below a 
certain proportion c of its initial size.

For 100 initial random perturbations given by:

′
′

=x x
x

,
(10)0

0

0

where ′x o = 









′

′










�
x

x n

1
 and ′x i is a standard normal variable with a mean of zero and standard deviation of unity (i.e. 

′ ∼x N(0, 1)i ), numerical simulations were performed (Eq. 5) and the perturbation half-life (i.e. T(c) for c = 0.5) 
was recorded for each of these perturbations. The median across these was thereafter used to calculate an average 
return rate, given by20 (See Supplementary Fig. 1):

= −
−

R
t

t
x xln ( ) ln

, (11)Interm
0

where x0 is the pulse perturbation and x(t) are species’ displacement from equilibrium at time t.

Asymptotic return rate (RAsympt).  Asymptotic return rate, i.e. resilience, was calculated using the dominating 
eigenvalue of the Jacobian matrix evaluated at stable equilibria (i.e. using Equation (7)).

Numerical analyses of the association between median return rate and species density.  Numerical analyses were 
performed in order to disentangle the relative role of rare and common species for the different parts of the recov-
ery process. First; for each of the 100 replicates of a given system (See below) median initial, intermediate and 
asymptotic return rates were derived as described above. Second; Spearman rank correlations were calculated for 
the association, across replicates of a given network, between equilibrium density of a species with a given density 
rank within a replicate and median return rate.

Selective pulse perturbations.  Perturbation half-life.  The half-life of a perturbation (Supplementary 
Fig. 1; Eq. 9) was derived by simulating the recovery dynamics following a selective perturbations of magnitude 
||x0||=1, where the ith element of x0 is equal to one, that is x0(i) = 1, and all other elements are zero.

Selective press perturbations.  Sensitivity of resilience.  Sensitivity analyses were applied on both food 
webs and computer-generated bipartite networks to study the effect of a small change in the equilibrium density 
of a species (assumed to be caused by changes in the intrinsic growth rates of species) on network resilience. 
Sensitivity of resilience (SΛ) to a small change in the equilibrium density (N̂k) of species k is given by Λ

ˆS N( )k  = 
α− ∑( )Re j

v w
kjw v,

k j  (See Supplementary Information Section 8 for details). Here αkj is the per capita effect of species 
j on the per capita growth rate of species k, v and w are the left and right eigenvectors corresponding to the dom-
inant eigenvalue of the Jacobian matrix of the network, vk and wj are elements k and j of the respective vectors, vk 
is the complex conjugate of vk, and <w, v> is the scalar product of w and v. Elasticity of resilience (EΛ) to a change 
in the equilibrium density (N̂k) of species k is given by Λ

ˆE N( )k  = α− ∑






Λ

ˆ( )Re j
v w

kj
N

w v,
k j k .

https://doi.org/10.1038/s41598-019-47541-6


1 0Scientific Reports | (2019) 9:11107 | https://doi.org/10.1038/s41598-019-47541-6

www.nature.com/scientificreportswww.nature.com/scientificreports/

The inverse Jacobian matrix.  We used the inverse Jacobian matrix, a metric that has been extensively used else-
where18,19,34, to investigate the direct and indirect effects of a small continuous density addition to one species on 
the equilibrium densities of all species in a community (See Supplementary Information Section 9 for derivation).

We investigated the total effect of a small continuous density addition to species j on all species equilibrium 
densities, given by:

∑ | − |=
−c( ) (12)i

n
ij1

1

where (cij)−1 is the i-jth element of the inverse Jacobian matrix C−1 evaluated at a locally stable equilibrium point.

Food webs.  Seven food webs (See Supplementary Information Section 3 & Supplementary Table 1 for 
descriptive statistics) were included in the analysis. These food webs were assembled from different ecosystems, 
and we used information on average body size of trophic groups to parameterize them. Food web networks, 
i.e. the binary network describing who feeds on whom, and body size information were retrieved from differ-
ent sources (Food web networks: Baltic Sea17, Broadstone Stream38, Lake Vättern17, Montane Forest39, Skipwith 
Pond40, Trelease Woods39, Tropic Sea39; Body size information: Baltic Sea17, Broadstone Stream41, Lake Vättern17, 
Montane Forest42, Skipwith Pond41, Trelease Woods42, Tropic Sea42). Dynamics of food webs are described by 
generalised Lotka-Volterra models with linear functional response of consumer species15,17,30,43:

∑ α= +( )dN
dt

N r N (13)
i

i i j ij j

Here Ni is the biomass density of species i in a community with n species, ri is the intrinsic growth rate of species 
i and α′ sij  are the strengths of interaction between and within species. For systems with linear functional response 
there is only one internal equilibrium point with all species present. For each natural food web we generated 100 
feasible (all species have positive equilibrium densities) and locally stable replicates. Those replicates were gener-
ated by varying some of the model parameters (See below and reference17). The replicates have a decent variability 
in equilibrium biomasses (Supplementary Fig. 12) and the difference in equilibrium biomass between the most 
common and the rarest species in each replicate, across all food webs, is approximately three orders of magnitude 
( −ˆ ˆN Nlog(max ) log(min )j j j j  = 2.72 ± 0.61 [Baltic Sea 2.82 ± 0.50; Broadstone Stream 2.45 ± 0.43; Lake Vättern 
2.82 ± 0.56; Montane Forest 3.03 ± 0.53; Skipwith Pond 3.12 ± 0.57; Tropic Sea 2.49 ± 0.66; Treelease Woods 
2.31 ± 0.51]).

Intrinsic growth rates and strengths of predator-prey interactions were inferred from reported body masses of 
species using allometric relationships17,44–47. Intrinsic growth rates, r, of species were related to body mass, m, 
according to β= − .r mi i

0 25 where β is a constant being positive for basal species (β = 2.1677) and negative for 
consumer species (β = −0.001). For the food webs where information on primary producers were lacking 
(Broadstone Stream, Montane Forest, Skipwith Pond and Trelease Woods) the lowest trophic levels were mod-
elled as basal resources. Per unit biomass effect of consumer j on prey i was given by α = − − .k m Pij ij j ij

0 25 , where kij 
is a constant drawn from the uniform distribution [0, 1], mj is the average body mass of species j and Pij is the 
preference of species j for species i17. In the Baltic Sea and Lake Vättern the preferences are based on relative gut 
content data17 and for the remaining food webs consumers are assumed to show equal preferences for all their 
prey species. The per unit biomass effect of prey i on consumer j is positive and related to the effects of consumers 
on resources by α α= −eji ij where e is the conversion efficiency drawn from the uniform distribution [0.05, 0.2]. 
In order to generate feasible models of the natural food webs intraspecific competition (self-limitation) in species 
above the lowest trophic level, αii, was set individually for each web (Baltic Sea, αii = −0.0005; Broadstone Stream, 
αii = −2.1; Lake Vättern, αii = −0.005; Montane Forest, αii = −0.01; Skipwith Pond, αii = −1.5; Trelease Woods, 
αii = −0.03; Tropic Sea, αii = −0.005). For species at the lowest trophic level strength of intraspecific competition 
was set to −1. Species at the lowest trophic level were also assumed to directly compete with each other and the 
strength of this interspecific competition, αij, was weak compared to that of the intraspecific competition and 
drawn from the uniform distribution [−10−12, 0]. Species at higher trophic levels competed with each other indi-
rectly through shared resources.

Bipartite model networks.  Bipartite model networks were generated as in Mougi and Kondoh30. The net-
works consist of a mixture of competitive, mutualistic and antagonistic links, where relative fractions of interac-
tion types are specified before adding dynamics30. Network connectance, C (defined by C = L/Lmax, where L is the 
number of links and Lmax is the maximum number of possible links in a bipartite network) is either low or high 
(C = 0.3 and C = 0.7, respectively); the proportion of mutualistic links, i.e. the proportion of the realized links that 
are mutualistic rather than antagonistic in the networks, is either low (0.3) or high (0.7); and the degree of 
intraspecific competition among species is either low (ω = 0.5), intermediate (ω = 1) or high (ω = 2). The dynam-
ics is represented by continuous time models with type 1 functional response (See Supplementary Information 
Section 4 for a detailed model description). These bipartite model networks have a decent variability in equilib-
rium biomasses (Supplementary Fig. 13) and the difference in equilibrium density between the most common 
and the rarest species in each replicate, across all networks, is approximately two orders of magnitude 
( −ˆ ˆ( ) ( )N Nlog max log minj j j j = 1.97 ± 0.55 [See Supplementary Table 2 for differences in each networks]).
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Code Availability
All calculations were performed using Matlab 2018a, and the recovery dynamics was numerically simulated using 
the stiff ode solver ode23s. Figures were produced using the R software (version 3.4.3). The code generated during 
the current study are available from the corresponding author on reasonable request.

References
	 1.	 Ellison, A. M. et al. Loss of foundation species: consequences for the structure and dynamics of forested ecosystems. Front. Ecol. 

Environ. 3, 479–486 (2005).
	 2.	 Gaston, J. & Fuller, R. Commonness, population depletion and conservation biology. Trends Ecol. Evol. 23, 14–19 (2008).
	 3.	 Sorte, C. et al. Long-term declines in an intertidal foundation species parallel shifts in community composition. Glob. Change Biol. 

23, 341–352 (2017).
	 4.	 Magurran, A. E. & Henderson, P. A. Explaining the excess of rare species in natural species abundance distributions. Nature 422, 

714–716 (2003).
	 5.	 Violle, C. et al. Functional rarity: the ecology of outliers. Trends Ecol. Evol. 32, 356–367 (2017).
	 6.	 Power, M. E. et al. Challenges in the quest for keystones. BioScience 46, 609–620 (1996).
	 7.	 Estes, J. A. et al. Trophic downgrading of planet earth. Science 333, 301–306 (2011).
	 8.	 Bracken, M. & Low, N. Realistic losses of rare species disproportionately impact higher trophic levels. Ecol. Lett. 15, 461–467 (2012).
	 9.	 Leitão, R. et al. Rare species contribute disproportionately to the functional structure of species assemblages. Proc. R. Soc. B 283, 

20160084 (2016).
	10.	 Lyons, K. et al. Rare species and ecosystem functioning. Cons. Biol. 19, 1019–1024 (2005).
	11.	 Jain, M. et al. The importance of rare species: a trait-based assessment of rare species contributions to functional diversity and 

possible ecosystem function in tall-grass prairies. Ecol. Evol. 4, 104–112 (2014).
	12.	 Mouillot, D. et al. Rare species support vulnerable functions in high-diversity ecosystems. PLoS Biol. 11, e1001569 (2013).
	13.	 Berlow, E. et al. Simple prediction of interaction strengths in complex food webs. Proc. Natl. Acad. Sci. USA 106, 187–191 (2009).
	14.	 Fowler, M. Extinction cascades and the distribution of species interactions. Oikos 119, 864–873 (2010).
	15.	 Säterberg, T., Sellman, S. & Ebenman, B. High frequency of functional extinctions in ecological networks. Nature 499, 468–470 

(2013).
	16.	 Smith, A. et al. Impacts of fishing low-trophic level species on marine ecosystems. Science 333, 1147–1150 (2011).
	17.	 Berg, S., Christianou, M., Jonsson, T. & Ebenman, B. Using sensitivity analysis to identify keystone species and keystone links in 

size-based food webs. Oikos 120, 510–519 (2011).
	18.	 Montoya, J., Woodward, G., Emmerson, M. C. & Solé., R. V. Press perturbations and indirect effects in real food webs. Ecology 90, 

2426–2433 (2009).
	19.	 Yodzis, P. The indeterminacy of ecological interactions as perceived through perturbation experiments. Ecology 69, 508–515 (1988).
	20.	 Arnoldi, J. F., Bideault, A., Loreau, M. & Haegeman, B. How ecosystems recover from pulse perturbations: a theory of short to long-

term responses. J. Theor. Biol. 436, 79–92 (2018).
	21.	 Gellner, G. & McCann, K. Consistent role of weak and strong interactions in high- and low-diversity trophic food webs. Nat. 

Commun. 7, 11180 (2016).
	22.	 Pimm, S. The structure of food webs. Theor. Popul. Biol. 16, 144–158 (1979).
	23.	 Donohue, I. et al. Navigating the complexity of ecological stability. Ecol. Lett. 19, 1172–1185 (2016).
	24.	 Ives, A. R. & Carpenter, S. R. Stability and diversity of ecosystems. Science 317, 58–62 (2007).
	25.	 Donohue, I. et al. On the dimensionality of ecological stability. Ecol. Lett. 16, 421–429 (2013).
	26.	 Ives, A. R., Dennis, B., Cottingham, K. L. & Carpenter, S. R. Estimating community stability and ecological interactions from time-

series data. Ecol. Mon. 73, 301–330 (2003).
	27.	 Jonsson, T. Conditions for Eltonian pyramids in Lotka-Volterra food chains. Sci. Rep. 7, 10912 (2017).
	28.	 Borrvall, C. & Ebenman, B. Early onset of secondary extinctions in ecological communities following the loss of top predators. Ecol. 

Lett. 9, 435–442 (2006).
	29.	 Petchey, O. L., Eklöf, A., Borrvall, C. & Ebenman, B. Trophically unique species are vulnerable to cascading extinction. Am. Nat. 171, 

568–579 (2008).
	30.	 Mougi, A. & Kondoh, M. Diversity of interaction types and ecological community stability. Science 337, 349–351 (2012).
	31.	 Jeschke, J. M., Kopp, M. & Tollrian, R. Consumer-food systems: why type I functional responses are exclusive to filter feeders. Biol. 

Rev. 79, 337–349 (2004).
	32.	 Wootton, T. & Emmerson, M. Measurement of interaction strength in nature. Annu. Rev. Ecol. Evol. Syst. 36, 419–444 (2005).
	33.	 Novak, M. Estimating interaction strengths in nature: experimental support for an observational approach. Ecology 91, 2394–2405 

(2010).
	34.	 Iles, A. & Novak, M. Complexity increases predictability in allometrically constrained food webs. Am. Nat. 188, 87–98 (2016).
	35.	 Tang, S., Pawar, S. & Allesina, S. Correlation between interaction strengths drives stability in large ecological networks. Ecol. Lett. 17, 

1–7 (2014).
	36.	 Bender, E. A., Case, T. J. & Gilpin, M. E. Perturbation experiments in community ecology: theory and practice. Ecology 65, 1–13 

(1984).
	37.	 O´Gorman, E. J., Jacob, U., Jonsson, T. & Emmerson, M. C. Interaction strength, food web topology and the relative importance of 

species in food webs. J. Anim. Ecol. 79, 682–692 (2010).
	38.	 Woodward, G., Speirs, D. C. & Hildew, A. G. Quantification and Resolution of a Complex, Size-Structured Food Web. Adv. Ecol. Res. 

36, 85–135 (2005).
	39.	 Cohen, J. E., Briand, F. & Newman, C. M. Community Food Webs: Data and Theory (Springer Verlag, Berlin Heidelberg, 1990).
	40.	 Warren, P. H. Spatial and Temporal Variation in the Structure of a Freshwater Food Web. Oikos 55, 299–311 (1989).
	41.	 Brose, U. et al. Body sizes of consumers and their resources. Ecology 86, 2545 (2005).
	42.	 Jonsson, T. Food webs and the distribution of body sizes. 1998. PhD Thesis, Linköping Studies in Science and Technology, 

Dissertation No. 535. Department of Biology, IFM, Linköpings Universitet, Linköping, Sweden.
	43.	 Chesson, P. & Kuang, J. J. The interaction between predation and competition. Nature 456, 235–238 (2008).
	44.	 Brown, J. H. et al. Toward a metabolic theory of ecology. Ecology 85, 1771–1789 (2004).
	45.	 Lewis, H. M. & Law, R. Effects of dynamics on ecological networks. J. Theor. Biol. 247, 64–76 (2007).
	46.	 Peters, H. P. The Ecological Implications Of Body Size (Cambridge University Press, New York, 1983).
	47.	 McCoy, M. W. & Gillooly, J. F. Predicting natural mortality rates of plants and animals. Ecol. Lett. 11, 710–716 (2008).
	48.	 Cleveland, W. Robust locally weighted regression and smoothing scatterplots. J. Amer. Stat. Assoc. 368, 829–836 (1979).

https://doi.org/10.1038/s41598-019-47541-6


1 2Scientific Reports | (2019) 9:11107 | https://doi.org/10.1038/s41598-019-47541-6

www.nature.com/scientificreportswww.nature.com/scientificreports/

Acknowledgements
We thank Ö. Bodin, M. Christianou, J. Cohen, D. DeAngelis, G. Englund, M. Kondoh, M. Langer, K. McCann, 
J. Montoya, A. Mougi, O. Ovaskainen, S. Sellman and D. Stouffer for comments and/or discussion. This 
research was supported by a grant from the Swedish Research Council for Environment, Agricultural Sciences 
and Spatial Planning to BE. This publication has emanated from research supported in part by a Grant from 
Science Foundation Ireland under Grant number [15/IA/2881] to JY. Open access funding provided by Swedish 
University of Agricultural Sciences.

Author Contributions
B.E., T.J. and T.S. designed the project, B.E., J.Y, S.B., T.J. and T.S. performed research, J.Y. (Supplementary 
Information Sections 1 & 7) & T.S. (Supplementary Information Sections 5, 6 & 8) derived analytical results, T.S. 
wrote code and produced figures, B.E. and T.S. wrote the manuscript with contributions from J.Y, S.B. and T.J.

Additional Information
Supplementary information accompanies this paper at https://doi.org/10.1038/s41598-019-47541-6.
Competing Interests: The authors declare no competing interests.
Publisher’s note: Springer Nature remains neutral with regard to jurisdictional claims in published maps and 
institutional affiliations.

Open Access This article is licensed under a Creative Commons Attribution 4.0 International 
License, which permits use, sharing, adaptation, distribution and reproduction in any medium or 

format, as long as you give appropriate credit to the original author(s) and the source, provide a link to the Cre-
ative Commons license, and indicate if changes were made. The images or other third party material in this 
article are included in the article’s Creative Commons license, unless indicated otherwise in a credit line to the 
material. If material is not included in the article’s Creative Commons license and your intended use is not per-
mitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly from the 
copyright holder. To view a copy of this license, visit http://creativecommons.org/licenses/by/4.0/.
 
© The Author(s) 2019

https://doi.org/10.1038/s41598-019-47541-6
https://doi.org/10.1038/s41598-019-47541-6
http://creativecommons.org/licenses/by/4.0/

	A potential role for rare species in ecosystem dynamics

	Results

	The relative role of rare and common species in governing the recovery of ecological networks following generic pulse pertu ...
	Recovery dynamics following selective pulse perturbations. 
	Selective press perturbations. 

	Discussion

	Methods

	Theory on recovery dynamics. 
	Return rates following generic pulse perturbations. 
	Median initial return rate (RInit). 
	Median intermediate return rate (RInterm). 
	Asymptotic return rate (RAsympt). 
	Numerical analyses of the association between median return rate and species density. 

	Selective pulse perturbations. 
	Perturbation half-life. 

	Selective press perturbations. 
	Sensitivity of resilience. 
	The inverse Jacobian matrix. 

	Food webs. 
	Bipartite model networks. 

	Acknowledgements

	Figure 1 The relative role of common and rare species for the recovery dynamics of model food webs changes over the recovery process.
	Figure 2 The half-life of selective pulse perturbations are longer if the pulse perturbation affects rare rather than common species in model food webs.
	Figure 3 The resilience of model food webs is more sensitive to changes in the equilibrium biomass of rare than of common species.
	Figure 4 Selective press perturbations lead to larger changes in species equilibrium abundances if the perturbation affects rare rather than common species.




