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Ecological communities with many species can be classified into dynamical phases. In systems with all-to-all
interactions, a phase where species abundances always reach a fixed point and a phase where they continuously
fluctuate have been found. The dynamics when interactions are sparse, with each species interacting with
only a few others, has remained largely unexplored. Here we study a system of sparse interactions, first
when interactions are of constant strength and completely unidirectional, and then when adding variability and
bidirectionality. We show that in this case a phase unique to the sparse setting appears in the phase diagram,
where for the same control parameters different communities may reach either a fixed point or a state where the
abundances of only a finite subset of species fluctuate, and we calculate the probability for each outcome. These
fluctuating species are organized around short cycles in the interaction graph, and their abundances undergo large
nonlinear fluctuations. We characterize the approach from this phase to a phase with extensively many fluctuating
species, and show that the probability of fluctuations grows continuously to one as the transition is approached,
and that the number of fluctuating species diverges. This is qualitatively distinct from the transition to extensive
fluctuations coming from a fixed point phase, which is marked by a loss of linear stability. The differences are
traced back to the emergent binary character of the dynamics when far from short cycles.
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I. INTRODUCTION

Ecosystems can be extremely diverse [1], and the large
numbers of species make statistical mechanics a powerful
tool in addressing such systems. Theoretical and experimental
work has revealed dynamical phases with distinct behavior
[2–11], with a notable example being a transition from a phase
where the dynamics from any initial conditions reach fixed
points to one where variables fluctuate indefinitely, which
is marked by a loss in the fixed points’ stability [2–4,6,11].
Related transitions are also found in other fields [12–15].

Most research in the field has assumed that each species in-
teracts with many others, where central-limit-type arguments
apply [3,6,16]. Much less is known about sparsely interacting
systems, where each species interacts significantly with only
a handful of the (many) other species, despite evidence that
such systems are ubiquitous in nature [17–20]. Previous works
generalized relations between diversity and interaction prop-
erties [21] from fully interacting to sparse settings [22,23], and
obtained statistics of the number of fixed points in the limit of
strong interactions [24]. In [25] the species abundance dis-
tribution was analyzed at fixed points of sparsely interacting
systems. For symmetric interactions, properties of fixed points
[10] and activated dynamics [9] have been found to differ dra-
matically from their fully connected counterparts. This work
will focus on long-time deterministic dynamics, irrelevant in
systems with symmetric interactions, which always eventually
reach fixed points [26,27].

Here we study the dynamics of many-species sparsely
interacting communities when interactions are far from sym-
metric. We first study a minimal model where interactions
are unidirectional and detrimental to the affected species
(i.e., amensalistic) and of equal strength. We then extend

the analysis to bidirectional interactions with variability
in strength.

Our analysis reveals three phases, in both the minimal
model and the more general model: (1) a fixed point (FP)
phase, where dynamics always reach a stable fixed point; (2)
an extensive fluctuations (EF) phase, where the abundances
of a finite fraction of the species fluctuate; and (3) a local
fluctuations (LF) phase, where the abundances of a finite
number (not growing with system size) of clustered species
may fluctuate, while the rest are fixed. The fluctuating species
are localized around short loops in the interaction graph. This
phase arises in the sparse setting and cannot appear when
there are all-to-all interactions. We calculate pfluc in this phase,
the probability of sampling a system whose dynamics do
not reach a fixed point, an experimentally accessible quantity
of great interest [11]. We find that 0 < pfluc < 1 even for
many-species systems, in contrast to fully connected settings
where pfluc = 0 or 1 in the fixed point and fluctuating phases
respectively [3,16].

This paper focuses on the local fluctuations phase and
the phase transitions between it and other phases, which are
qualitatively different from those in fully interacting systems.

II. MODEL DEFINITIONS

We employ standard Lotka-Volterra dynamics, with migra-
tion from a species pool. The migration models the effect
of migration to an “island” from a “mainland” and captures
important phenomena of dynamical fluctuations and diversity
[5,6,10,11,16,28–30]; these effects also appear in explicit spa-
tial models [31–34]. The dynamics of the abundance (i.e.,
population size) Ni of species i in the local community is
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FIG. 1. The minimal model. (a) Phase diagram and fluctuation probability in the space of connectedness C and interaction strength α.
Thick red lines mark transition lines between phases, and thin lines in the local fluctuations (LF) phase mark discontinuous jumps in fluctuation
probability, at the values αc(n). (b) A short three-species cycle that fluctuates in the LF phase at α > αc(3) = 2 and its neighborhood. Shown are
Ni = 1 species (red), Ni = 0 (gray), and fluctuating Ni (red-gray). (c) Examples of abundance dynamics of single species in the Lotka-Volterra
model, in the LF phase, and in the extensive fluctuations (EF) phase for α > 1 and α < 1. (d) The steady-state distance d12 between copies of the
same system initiated with different initial condition as a function of C. Analytical results are compared with simulations of the Lotka-Volterra
and binary models. (e) The fluctuation probability pfluc(C) in the Lotka-Volterra model, compared with the analytical result, for α = 1.5 < α(3)

c ,
α = 3 > α(3)

c . The probability reaches 1 at the transition to the EF phase. (f) The average number of fluctuating species as a function of C,
from binary model simulations, and the expected behavior (1 − C/CLF-EF)−1 near the transition.

given by

dNi

dt
= Ni

⎛
⎝Ki −

S∑
j=1

αi jNj

⎞
⎠ + λi. (1)

The interspecies interaction strengths are αi j . Ki/αii are car-
rying capacities (abundance reached if a species were alone),
and as is often done we take all Ki = 1 and αii = 1 [35]. The
pool migration rates λi are taken to be small, λi = λ � 1. We
start with a simple but enlightening version of the model. Here
interaction strengths αi j for i �= j are drawn independently,
with αi j = α with probability C/S, and αi j = 0 otherwise. C
is a model parameter called the connectedness. This setting
is relevant when there are few significant interactions per
species, with other interactions weak enough to be neglected.
This corresponds to a directed Erdős-Rényi graph, with an
edge from j to i if αi j = α. This graph is sparse, with a
fixed average number C of incoming edges per species, even
as S → ∞. Some known facts regarding these graphs are
the following: almost all edges i → j do not have a reverse
j → i; the local neighborhood of almost all vertices is a tree

(no cycles); there are only a few cycles of any finite length
(their average number doesn’t scale with S); and finite-length
cycles are isolated (the distance between them grows with
S) [36]. Unidirectional interactions are taken as a starting
point for understanding asymmetric interactions and the time-
dependent phenomena that can occur for them, unlike for
symmetric interactions where dynamics always reach fixed
points [26]. The phase diagram in terms of the two parameters,
C and α, is shown in Fig. 1(a).

III. ONSET OF EXTENSIVE FLUCTUATIONS

When α > 1, we see two distinct dynamical behaviors
depending on C, with a transition at CLF-EF, which we show
below to be CLF-EF = e. For C < CLF-EF, all species (except
possibly a finite number near short cycles in the graph; see
below) are fixed at either Ni ≈ 1 or Ni ≈ 0 (both to order
λi, henceforth we write Ni = 0, 1). Species fixed at Ni = 0
are referred to as locally extinct, since they are present in
small numbers, supported only by the migration. At α > 1 and
C > CLF-EF, an extensive number of species fluctuate. At small
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λ, and reasonable values of the interaction strength α = O(1),
the fluctuating species spend most of the time near 0,1 [see
Fig. 1(c)] with rapid switches between them for λ � 1 (the
fraction of time spent switching scales as 1/| ln λ|—see Ap-
pendix A—so switches appear more gradual at intermediate
migration rates). The switches when α > 1 are due to compet-
itive exclusion [37], where once a species has Ni = 1 it then
drives others to extinction.

These rapid switches can be captured by a model with
binary variables, Ni ∈ {0, 1}, which is helpful in deriving the
location of the transition and other properties. In it, a ran-
domly chosen species i switches to Ni = 0 if at least one of
its incoming arrows have Nj = 1, and to Ni = 1 otherwise,
reflecting the growth or decline of Ni with such inputs in the
Lotka-Volterra model. The switches are done at some constant
rate, so the only free parameter is the connectedness C. (The
overall rate depends on α, but this changes only the timescale
of the system.)

The binary model can be understood (including the loca-
tion of the phase transition) by solving for certain extensive
properties. First, consider the fraction of Ni = 1 species at
long times, φ = Pr[Ni = 1]. For a typical species i, the values
Nj of its incoming species are independent, since almost all
cycles are long and so the species j do not affect one another.
Using the requirement that after a switch Ni = 1 if and only
if all incoming Nj = 0, one obtains φ = ∑

K PK (1 − φ)K =
e−Cφ , where PK = e−CCK/K! is the probability for K in-
coming edges. This is solved by φ = W (C)/C, with W the
Lambert W function. This is the same value of φ found for
fixed points in the limit of infinitely strong interactions by
other methods [24]. The transition to the EF phase, marked
by the appearance of persistent fluctuations, can be located
using the technique of [38–40] as reviewed in Appendix C.
It involves solving for the distance d12(t ) = 1

S

∑S
i=1 |N1

i (t ) −
N2

i (t )| between two copies of the same system with different
initial conditions {N1

i }, {N2
i } by writing a closed differential

equation for it, depending also on the known φ. The distance
at long times is zero in the LF phase and increases continu-
ously when increasing C above the transition point C = e [see
Fig. 1(d)]. This means that above C = e there is no stable fixed
point that is reached dynamically.

We conclude that in the binary model at α > 1 there is a
transition at C ≡ CLF-EF = e into an EF phase; see Fig. 1(d).
The above analysis for the binary model also applies to the
Lotka-Volterra model: For a fixed point in the Lotka-Volterra
model, Ni ≈ 0 or Ni ≈ 1 away from short cycles. Then, just
as for the binary model, each present species must have only
extinct neighbors, and each extinct species must have an in-
coming interaction from a present neighbor. The argument for
calculating φ is therefore valid for the Lotka-Volterra model.
Also, if a fixed point is stable in the binary model, it is also
stable in the Lotka-Volterra model. Thus, the transition value
CLF-EF = e is exact, while the dynamics at C > CLF-EF are
qualitatively similar; see Fig. 1(d).

IV. LOCAL FLUCTUATIONS

We now turn to analyze local fluctuations in the Lotka-
Volterra framework. As follows from the discussion above,
for C < CLF-EF and α > 1 the variables Ni reach a fixed value,

except possibly a subextensive fraction. We now characterize
the structure of the fluctuating subsets, show that they are fi-
nite, and calculate the probability that such fluctuations occur.

Consider a local set of fluctuating species and the subgraph
of the interactions between them. First, we argue that all the
static species they interact with are extinct, so that the set is
effectively isolated from the rest of the community. To do
that, look at the set’s boundaries, i.e., species that interact
with the fluctuating species but do not themselves fluctuate;
see Fig. 1(b). If a boundary species Nj is upstream from a
fluctuating species i, it must be extinct (Nj = 0), otherwise
it would not allow Ni to fluctuate: if Nj = 1 and αi j > 1, Ni

would be prevented from growing. If this boundary species
is downstream from the fluctuating species it must also be
extinct, otherwise it too would fluctuate. Second, as the dy-
namics on any finite tree are known to always reach a fixed
point [27], the fluctuating subset must include a single short
cycle in the interaction graph (and no more than one, as finite-
length cycles are rare and distant from each other in sparse
graphs); see the example in Fig. 1(b). The fluctuating subset
will then include the cycle and possibly downstream species,
since species upstream from the cycle are unaffected by it.

Since all incoming species to the cycle are extinct, the cycle
behaves as if it is isolated. In isolation, it can fluctuate only if it
is directed, i.e., all interactions are directed in the same sense
along the cycle (otherwise the cycle can be broken up into
chains which must reach a fixed point), and only if it is of odd
length (otherwise there is a stable fixed point where species
along the cycle alternate between Ni = 0 and Ni = 1). On
these cycles, there exists a fixed point where the Ni’s are not
0,1, but instead Ni = 1/(1 + α) for all the cycle species. There
are fluctuations if this fixed point is unstable, with stability
lost for α > αc(n) = 1/ cos(π/n) for cycles with n species
where n is odd; see Appendix B. So the cycle would fluctuate
if α > αc(n), and with it the local variables downstream from
it; see example in Fig. 1(b). The n = 3 cycle, for example, is
the well-known “rock-paper-scissors” configuration [41–43].
Note that in addition to there being fluctuations near a cycle,
there is also a departure from the binary dynamics. When
α < αc, the fixed point has abundances along the cycle that
are neither 0 or 1, which leads to downstream species having
abundances that are also not 0,1 and are set by Eq. (1). Also,
for α larger than but close to αc(n), the abundances do not
switch between 0 and 1, but fluctuate between intermediate
values. This also propagates downstream.

A. Fluctuation probability

As described above, fluctuations require three conditions:
an odd directed cycle exists in the graph, it is unstable (this de-
pends on α), and incoming interactions from boundary species
do not drive cycle species to extinction. The probability that
these three conditions are satisfied can be calculated exactly.
The third condition requires that all the species upstream of
any species in the cycle have abundances of zero. For each
species i on the cycle, the probability that none of the in-
coming species will have Nj = 1, and therefore prevent Ni

from fluctuating, is the same as the probability for a typical
species (i.e., away from a cycle) not to be driven to extinction,
which is exactly φ. Thus, given a directed cycle of length n
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that fluctuates in isolation, the probability of fluctuating in
the full graph is φn (as different species have independent
incoming links, as happens in a typical tree-like environment;
see above). The number of directed cycles of length n is
Poisson distributed with mean Cn/n [36]. Each fluctuates with
probability φn, so the number of fluctuating cycles of length n
is Poisson distributed with mean mn = (Cφ)n/n = [W (C)]n/n
[using φ = W (C)/C]. The numbers of cycles of different
lengths are independent, so the total number of fluctuating
cycles of any length is Poisson distributed, say, with mean
m. The probability of at least one cycle fluctuating is then
pfluc = 1 − e−m. In the range αc(2n + 1) < α < αc(2n − 1),

m ≡
∞∑
j=n

[W (C)]2 j+1

2 j + 1

= 1

2
ln

[
1 + W (C)

1 − W (C)

]
−

n−1∑
j=0

[W (C)]2 j+1

2 j + 1
. (2)

The calculated probabilities are shown in Figs. 1(a) and 1(e);
note that the probability jumps at the αc(n) where different
cycles lose stability, and that the probability reaches 1 at
C = CLF-EF [since W (e) = 1] for all α > 1. As αc(n)

n→∞−→ 1+,
when decreasing to α < 1 from the LF phase all cycles be-
come stable, and the system enters the FP phase at αFP-LF = 1.

For the binary model, the probability of fluctuations can
be found by noting that all odd cycles are unstable (if all
upstream species are extinct). Therefore the probability is
the same as in the Lotka-Volterra model when all cycles are

unstable, i.e. for α > αc(3), pfluc = 1 − C
W (C)

√
1−W (C)
1+W (C) .

B. Downstream effect of fluctuations

Now consider the total number of fluctuating species, in-
cluding the species in fluctuating cycles as well as the ones
downstream from them. A species on a fluctuating cycle may
drive downstream species to fluctuate as well, and the fluc-
tuations spread in this way until they are “blocked,” when a
fluctuating species only links downstream to extinct species (if
any). This downstream spread can be considered as a branch-
ing process, generating a downstream tree. The number of
species driven to fluctuate by any fluctuating species is Pois-
son distributed. Denote the mean of this distribution by ρ(C).
As a species downstream from a fluctuating species is driven
to fluctuate iff it is not driven extinct by other neighbors with
Nj = 1, this occurs with probability φ = Pr[Ni = 1]; and as
the average number of outgoing edges is C, this gives ρ(C) =
φC = W (C). The downstream species from each species on
the cycle (excluding its neighbor along the cycle) form a tree
of fluctuating species. Such a tree can be shown to have a
diverging average size when ρ(C) = 1 [44], which occurs at
at C = CLF-EF = e. The number of fluctuating species near the
divergence grows as (1 − C/CLF-EF)−1, a known result from
branching processes [44]. This is shown in Fig. 1(f). This
occurs at the same point as the transition to the EF phase, so
there is no intermediate phase between the LF and EF phases.
Above CLF-EF the dynamics of small subgraphs can no longer
be understood in isolation. As we use here only the extensive

(a) (b)

FIG. 2. The response χ when approaching the EF phase by in-
creasing the connectedness C. The x axis shows C/CEF where “CEF”
means CLF-EF or CFP-EF(α), depending on the transition. (a) χ diverges
when increasing C at constant α coming from the FP phase, indicat-
ing a loss of stability. In contrast, χ does not diverge when coming
from the LF phase. The dotted black line is a fit to A(CFP-EF − C)−1,
and the dotted gray line is the analytical result for χ when coming
from the LF phase. (b) The transition properties do not change
when adding variability [αi j �= 0 are drawn from Normal(α, σα )] and
bidirectionality (for every αi j = α the reverse interaction is α ji = β )
to the interactions. For α = 0.7, χ still diverges as (CFP-EF − C)−1,
and for α = 2.5, χ = W (C)/C still holds.

value φ, which is the same in the binary and Lotka-Volterra
models, these results hold for both models.

A similar divergence in the number of fluctuating variables
occurs in the “frozen phase” of binary models such as the
Kauffman model [45]. In this context, the fluctuation prob-
ability pfluc has not been calculated and may be of interest.
Note, however, that the frozen phase has been discussed in the
context of binary models, while for the Lotka-Volterra model
fluctuations on the cycle may be between some intermedi-
ate values [for α close to αc(n)], as will be the fluctuations
downstream from it.

V. COMPARISON OF TRANSITIONS TO THE EF PHASE
FROM THE FP AND LF PHASES

For α < 1, at small values of C, the system is in the FP
phase rather than the LF phase, in which the system always
reaches a fixed point. Besides the possibility of local fluctua-
tions in the LF phase, there are other distinctions between the
FP and LF phases. Consider the response χ to small changes
in the carrying capacities Ki → 1 + εi, with εi independent
random numbers. Denoting by ni the corresponding change in
the fixed point value of Ni, χ is defined as (

∑
i n2

i )/(
∑

i ε
2
i ).

In systems with all-to-all interactions, χ diverges when ap-
proaching the transition to a chaotic phase. This is tied to the
closing of the gap in the spectrum of the matrix {αi j}, which
is known to occur at this transition [3,6,16]. For the persistent
species at a fixed point, ∂Ni/∂Kj = (α−1)i j , and so χ diverges
when αi j has a zero eigenvalue. We find that χ diverges also
in sparse communities when approaching CFP-EF(α) from the
FP phase; see Fig. 2.

This is very different from what happens in the transition
from the LF phase: here χ will turn out not to diverge at the
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transition. First, the definition of χ must be generalized to
allow for fluctuations, by measuring the change in the time
average of Ni(t ) in response to the changes in Ki. In the LF
phase, all but finitely many species are static with Ni = 0 or 1,
so these determine the value of χ when S → ∞. The species
that do not fluctuate and have Ni = 1 are isolated (surrounded
by extinct species, if any), so one can see that ni = εi for them,
while for the species with Ni = 0, ni = 0. We therefore have
χ = φ. Thus the response remains finite when approaching
the transition from the LF phase. This could be expected as
species are cut off from one another in the LF phase, which is
what allows a small subgraph to fluctuate without leading to
dynamics in the whole system.

VI. BEYOND THE MINIMAL MODEL

The minimal model discussed so far assumes unidirec-
tional interactions of constant strength α. We conclude by
discussing the robustness of the results when introducing
changes to interaction coefficients. The distinction between
the phases is robust when introducing variability in αi j , and
bidirectionality (competitive rather than amensalistic interac-
tions), namely, α ji �= 0 with a finite probability when αi j �= 0.
The results for the minimal model can be summarized as
follows: In the LF phase, a hybrid binary-continuous behavior
emerges, with most variables taking two values, while close
to short cycles the variables might take values at Ni /∈ {0, 1}
and might fluctuate. The probability of fluctuations has 0 <

pfluc < 1, and it reaches 1 at the transition to the EF phase,
where the number of fluctuating species diverges and becomes
extensive. Approaching the FP phase from the LF phase by
lowering α, cycles of ever-longer length become stable. This
reduces the probability of fluctuations due to finite-length
cycles, until pfluc = 0 when α = 1.

In the LF phase in the minimal model, both the fluctuating
subsets and species with fixed Ni = 1 are isolated. Those
properties are maintained when adding some variability and
bidirectionality: The fluctuating subsets remain of finite size,
because their downstream extension is limited by the chance
of reaching an extinct species (that cannot fluctuate), and this
probability depends continuously on the αi j values; while they
remain isolated from species upstream from them, in spite of
some bidirectionality, because these species are extinct. We
prove in Appendix D, that assuming that all strong interactions
are αi j > 1 and the reverse α ji � 0, any species with Ni > 0
that is far from cycles is isolated, just as in the minimal
model. The terms “upstream” and “downstream” in this con-
text would refer to the direction of the stronger interaction that
is larger than 1 (if both αi j, α ji > 1 the system always reaches
a fixed point and is not in the LF phase [10]). Thus χ = φ,
which is finite when approaching the transition; see Fig. 2(b).
Simulations also confirm that in the LF phase, the number of
fluctuating species is finite (as the distance d12 approaches
zero for large S) and that 0 < pfluc < 1, and that in the EF
phase a finite fraction of species fluctuate (as d12 is finite for
large S) while pfluc = 1; see Fig. 3. Note that changes of αi j

beyond some size may drive the system to other phases not
discussed here, such as those found for symmetric interac-
tions, where there can be no persistent fluctuations [9,10].

(a) (b)

FIG. 3. Distinctions between the LF and EF phases are robust
to adding bidirectionality and variability. Bidirectionality is added
using β = 0.1, and variability by taking std(α) = 0.15. We use
the labels LF and EF to represent specific parameter sets used in
these graphs and belonging in the two phases, which are (C, α) =
(2.5, 2.2), (2.5, 4) respectively. (a) The probability pfluc as a function
of system size S. (b) The long-time distance between copies of the
same system initialized with different initial conditions, as a function
of system size S.

In contrast, at low values of α (the FP phase), increasing the
connectedness C towards the EF phase is still accompanied
by a divergence in χ , even with the changes to the model;
see Fig. 2(b). This is because the changes in αi j change the
spectrum of the matrix {αi j} continuously, so the spectral gap
still closes.

Consider now the distinction between the FP and LF
phases themselves. Variability in αi j affects the stability of
local cycles, so the sharp change in probability of local fluctu-
ations at the boundary between the FP phase and LF phase
is broadened. There remains, however, a sharp distinction
between these phases in the decay of fluctuations away from
a local perturbation: In the LF phase it is cut off at a finite
distance (see above), while in the FP phase, the size of the
fluctuations decays exponentially with the distance from the
source of the fluctuations but extends arbitrarily far.

VII. CONCLUSIONS AND DISCUSSION

We study the behavior of sparse ecological communities
using the Lotka-Volterra framework. We start our analysis
using a minimal model, where interactions are unidirectional
and of constant strength. We find that in addition to a fixed
point and extensive fluctuations phase, the system exhibits a
local fluctuations phase at low connectedness and strong inter-
actions, unique to the sparse setting. This phase cannot exist
in fully interacting systems, which do not have the concept of
locality in the interaction graph. The fluctuating species form
local finite subgraphs, driven by short, odd-length directed
cycles. The probability pfluc, of sampling a system whose
dynamics do not reach a fixed point, satisfies 0 < pfluc < 1
even for many-species systems, in contrast to fully connected
settings. The response χ to changes in carrying capacities,
which diverges at the transition to a fluctuating phase in fully
connected system, remains finite in the transition between the
local- and extensive-fluctuations phases. The existence of all

064410-5



STAV MARCUS, ARI M. TURNER, AND GUY BUNIN PHYSICAL REVIEW E 109, 064410 (2024)

three phases is robust to the addition of variability and bidirec-
tionality in interaction strengths, up to some finite strengths
beyond which the system switches to other phases. Sharp
distinctions remain in the behavior of χ at the transitions to
extensive fluctuations, and in the decay of fluctuations in the
FP and LF phases: fluctuations are cut off at a finite distance
from the cycles in the LF phase, but decay exponentially with
the distance in the FP phase.

Our results suggest a perspective on why and when
few-species models may be relevant in natural settings. Fluc-
tuations in nature are often studied using models of only a few
species [46–51], and the success of this approach would seem
surprising as these few species are typically in interaction with
other species in a diverse ecosystems [52]. In our model, we
find that in the LF phase only a small number of species
fluctuate appreciably: In the minimal model, their dynamics
can be modeled as if in isolation, while when the interactions
are bidirectional and variable, the dynamics may not be the
same as if in isolation, but fluctuations are still concentrated
on a few species. This gives a picture for why and when few-
species descriptions work. In contrast, dynamical descriptions
that only include a few species are expected to be problematic
in the EF phase, where the dynamics of any finite subset
of fluctuating species is inseparable from that of the entire
system.
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APPENDIX A: MIGRATION SIZE EFFECTS

As mentioned in the main text, in the α > 1 range, the
switches between the states Ni ≈ 0, 1 are more rapid for lower
migration rates, with the ratio between the switch time and the
sojourn time (the time spent in a given state between switching
events) scaling as 1/| ln λ|. To understand this, consider first
the abundance of an extinct species, growing from Ni ≈ 0 to
Ni ≈ 1. Prior to this, species i was extinct, meaning there was
some incoming species j with αi j = α and Nj = 1. At some
time t0 species j switched to Nj ≈ 0, allowing the abundance
of Ni to grow. For some period of time before, for t < t0,
species i had a near-constant abundance, dNi/dt ≈ 0, giving
Ni(t0) = λ/(αNj − 1) = O(λ). For t > t0, one has dNi/dt ≈
Ni(1 − Ni ) + λ ≈ Ni. This is because all incoming species
have Nj ≈ 0, and because throughout most of the dynamics,
λ � Ni � 1. The timescale for Ni to grow exponentially from
O(λ) to O(1) is then ∼| ln λ|. A similar timescale is derived
and explained systematically in the chaotic dynamics phase in
systems with all-to-all interactions [53].

On the other hand, as we take very small λ, below some
threshold Nextinct 
 λ a species can be considered extinct. Say
that we consider Ni ≈ 0 if Ni < Nextinct = 0.01. The time of
the switch would be the time needed to grow from Nextinct to
O(1), which is independent of λ; similarly, when a species
goes from Ni ≈ 1 to Ni = Nextinct, the time of the switch would
be independent of λ. Therefore, the timescale for the sojourn
time at each state is ∼| ln λ|, while the switches are indepen-
dent of it. Consider Figs. 4(a)–4(d), showing the dynamics of
a single species for λ = 10−3, 10−10, in both the LF and EF
phases. For the larger value of λ, the timescale of the switches

(a)

(c)

(b)

(d)

(e)

FIG. 4. The sojourn times depend on the migration rate. (a)–(d) The dynamics of a single species N1(t ) which is part of a system with
S = 1000, α = 2.5. In the left column, the migration rate of all species is λ = 10−10, and on the right it is λ = 10−3. In (a)–(b) the system is in
the LF phase, with C = 2. The species is part of a cycle generating the local dynamics. In (c)–(d) the system is in the EF phase, with C = 4. (e)
The correlation C(τ ) for three different migration rates, averaged over systems in the EF phase, with S = 1000, C = 3.5, and α = 3. For each
value of the migration, the correlation is normalized so that at C(τ = 0) = 1,C(τ → ∞) = 0. The correlations for the different migrations
collapse to the same curve when rescaling τ by | ln λ|. Inset: the same curves when τ is not rescaled.
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is closer to that of the sojourn times. In the EF phase, this
also results in “spikes” in Ni(t ): this happens when the species
incoming to Ni start to change their states before the switch
time is complete. This effect decreases as λ decreases and the
sojourn times become longer.

The dependence on the migration rate λ can also
be observed by studying the time autocorrelation C(τ ) =
〈∑i Ni(t )Ni(t + τ )/S〉t , which scales with τ as | ln λ|; see
Fig. 4(e).

We can also consider the dependence of switch rates on α.
The rate of a switch from Ni = Nextinct to Ni ≈ 1 will be inde-
pendent of α, and from the expression for Ni(t0), the decrease
in sojourn time as α is increased will scale as | ln(α − 1)|. As
realistic values of α are O(1), in this range there will not be a
very significant change in the sojourn times. Specifically, for
the weak migration rates that we use, the rate of the switch
will be much faster than the sojourn times.

APPENDIX B: FLUCTUATIONS IN SHORT CYCLES

Here we prove that for isolated, directed cycles of odd
length n, fluctuations occur for α > αc(n) = 1/ cos(π/n), by
showing that they have no stable fixed point in this range. For
a cycle of length n, we label the species as N1, . . . , Nn, with
species i − 1 affecting species i. There are two possible kinds
of fixed points, as either at least one species has Ni = 0, or
all species have the same nonzero abundance Ni = 1/(1 + α).
If all Ni > 0, the fixed point is stable if the αi j matrix is
stable. Using the eigenvalues for an n × n circulant matrix
[54], one finds that this fixed point is stable for odd n for
α < 1/ cos(π/n). We will now show that there can be no

stable fixed point in which there are extinct species, so for
α > αcycle there will be fluctuations.

Assume by contradiction that the cycle has a stable fixed
point with extinct species. As n is odd, it must have at
least two consecutive species that both have either Ni = 0 or
Ni > 0. If there is a set of consecutive species with Ni > 0,
denote as j the first species in this chain, so that Nj = 1.
Therefore Nj+1 = 1 − αNj = 1 − α < 0, in contradiction to
the assumption. If there are consecutive species with Ni = 0,
again denote j as the first in the chain. Then species j + 1 has
a positive growth rate, g j+1 = 1 − αNj = 1, so the fixed point
is not stable to small positive perturbations in Nj+1, again in
contradiction to the assumption.

APPENDIX C: DISTANCES IN THE BINARY MODEL

In a binary model, at each time step dt = 1/S a random
species is chosen to be updated according to

Ni(t + dt ) =
{

1 if all incoming arrows j → i have Nj = 0
0 otherwise ,

(C1)
where for two copies of the same system, {N1

i }, {N2
i }, the

same species is updated at each step. Defining the per-species
distance d12,i = Pr[N1

i �= N2
i ] (with the probability over the

choice of initial conditions and system disorder), the total
distance is d12 = S−1 ∑

i d12,i. Say that species Ni which has
K incoming interactions from Nj1 , . . . , NjK is updated at time
t . Then as Nj1 , . . . , NjK are independent (as almost all cycles
are long), and noting that Pr[(N1

i , N2
i ) = (0, 0)] = 1 − φ −

d12,i/2,

d12,i(t + dt ) = 2 Pr
[
N1

i (t + dt ) = 1, N2
i (t + dt ) = 0

] = 2

{
K∏

r=1

Pr
[
N1

jr (t ) = 0
] −

K∏
r=1

Pr
[(

N1
jr (t ), N2

jr (t )
) = (0, 0)

]}

= 2[(1 − φ)K − (1 − φ − d12(t )/2)K ],

averaging over the choice of interactions, initial conditions,
and updated species the total distance obeys

d12(t + dt ) = 2

S

∑
K

PK [(1 − φ)K − (1 − φ − d12(t )/2)K ]

+ (1 − 1/S)d12(t )

and using dt = 1/S, PK = e−C CK

K!

d

dt
d12 = 2

∑
K

e−C CK

K!
[(1 − φ)K − (1 − φ − d12/2)K ] − d12

= 2e−Cφ
[
1 − e− 1

2 Cd12
] − d12.

This has a fixed point at d12 = 0 for any C. Using φ =
W (C)/C, this fixed point loses stability at C = e, where a new
stable fixed point appears growing continuously from 0:

d∗
12 = 2[W (C) + W (−W 2(C)/C)]/C; (C2)

d∗
12 has a maximum at C ≈ 7.14. For C 
 1, d∗

12 ≈ 2φ, im-
plying that there is no extensive overlap between the sets of
species that have Ni = 1 in the two copies. φ disappears as
C → ∞, so at this limit also d∗

12 → 0.

APPENDIX D: SPECIES WITH Ni = 1 ARE ISOLATED
IN THE LF PHASE WHEN AWAY FROM SHORT CYCLES,
WHEN ADDING VARIABILITY AND BIDIRECTIONALITY

In the main text we show that for the minimal model
(unidirectional constant-strength interactions), for α > 1 and
far away from short cycles, the abundances are fixed at
either Ni = 0, 1, with the Ni = 1 species separated from
each other by extinct species. Here we will prove that
this also holds when there are positive bidirectional inter-
actions as well as bounded variability in the interaction
strengths.

Consider a system where for any interaction with αi j =
α > 1, the reciprocal interaction is α ji = β > 0. Adding vari-
ability to these values will not change the proof, as long as
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the probability distribution is bounded so that αi j > 1 and
α ji > 0. We assume that there are no extensive subgraphs of
adjacent persistent species, so we focus on finite subgraphs.
As the Erdős-Rényi graph is tree-like almost everywhere, and
we are interested in the behavior far from the short cycles,
we need only show that there are no finite tree-like subgraphs
whose sites can all have Ni > 0 at a fixed point, except for a
single species in isolation.

Let us consider the Lotka-Volterra equations on a finite
connected tree with at least two species, and assume for the
sake of a contradiction that it has a stable fixed point where
all species coexist with values N∗

i > 0. The variables Ni can
be rescaled so that the interactions are symmetrized in the
following manner [27]. Take new variables ni = Ni/γi, with
γi some constants to be chosen later. The equation then gives
a new Lotka-Volterra system

dni

dt
= γini(1/γi − ni −

∑
j

(γ j/γi )αi jn j )

≡ γini

⎛
⎝1/γi − ni −

∑
j

ai jn j

⎞
⎠, (D1)

with interaction matrix ai j = (γ j/γi )αi j . The γi’s are chosen
as follows: choose some species i on the tree which interacts
with species jn, n = 1, . . . , K , and take γi = 1. For each jn,
in order to have a symmetric interaction ai jn = a jni one must
set γ jn = γi

√
α jni/αi jn . As all αi jn , α jni > 0, this choice of γ jn

is real and positive. This procedure is iterated for the species
that interact with the jn species, and so on until the values
of γi are set for the entire tree. As the tree has no loops this
procedure does not lead into any loops where variables are
redefined.

Now consider the fixed point of (D1), n∗
i = N∗

i /γi. As
γi > 0, this is a feasible fixed point with all n∗

i > 0, and
from the assumption it is also stable. This must be the only
stable fixed point of the system, as a symmetric Lotka-Volterra
system has a stable fixed point where all species coexist iff it
has a unique fixed point [10].

We will now show in contradiction that another stable fixed
point can be constructed. Consider a new Ñi system, which is
the same as the original Ni system but with β = 0. Consider
all species that have no incoming interactions (there must be

at least one on a tree), which must have Ñi = 1 at a fixed
point. All outgoing interactions from these species must have
Ñi = 0, and continuing to move downstream all Ñi will be
uniquely determined to have either Ñi = 0 or Ñi = 1. The
fixed point found in this way is also a stable fixed point of
the Ni system. This gives a fixed point with some ni = 1/γi

and some ni = 0, which is different from n∗
i , where for all i,

n∗
i > 0, in contradiction to the assumption.

APPENDIX E: DETAILS OF SIMULATIONS

Here we add details on the simulations and their results
shown in the figures in the main text.

For each value of the connectedness C, couplings αi j are
chosen independently, with each αi j taken to be nonzero with
probability C/S. For Fig. 2, where there is a variance in the
interaction strengths, we first choose the αi j that are nonzero,
then sample the value from a normal distribution with mean
α and variance σ 2

α . The Lotka-Volterra equations are solved
with an ODE45 solver using Ki = 1, λi = 10−10 (unless stated
otherwise) and initial conditions are drawn from a uniform
distribution on [0, 1].

When modeling the binary system, we use initial condi-
tions where each species has an equal probability to be either
Ni = 0 or Ni = 1. At each step, we choose a species randomly
and update it using Eq. (C1). When calculating d12, we take
two systems with the same αi j and initiate each at two random
initial conditions, then advance them simultaneously, choos-
ing the same species to update at each step.

In Fig. 1(c) the example for the EF phase for α > 1 is taken
from a system with S = 1000,C = 4, α = 3, and for α < 1
from a system with S = 3000,C = 5, α = 0.9. The example
in the LF phase is from a system with S = 1000,C = 1.5,

α = 3. In Fig. 1(d) the results for Lotka-Volterra simulations
are for α = 3. In Fig. 1(e) the probabilities are taken for
systems of size S = 1000.

In Fig. 2(a) CLF-EF = e for α = 2.5 (as proven in the text).
When coming from the FP phase with α = 0.7, we find
CFP-EF ≈ 5.3 from a fit to points at C > 2. In Fig. 2(b), for both
α = 0.7 and α = 2.5, we introduce bidirectionality by setting
α ji = β = 0.1 when αi j = α, or add variability by drawing
the nonzero αi j from a normal distribution N (α, 0.15). For
α = 0.7, the transitions occur at CFP-EF ≈ 4.9, 2.7 for σα =
0.15 and β = 0.1 respectively.

[1] R. M. May, How many species are there on earth? Science 241,
1441 (1988).

[2] H. Rieger, Solvable model of a complex ecosystem with ran-
domly interacting species, J. Phys. A: Math. Gen. 22, 3447
(1989).

[3] M. Opper and S. Diederich, Phase transition and 1/ f noise in a
game dynamical model, Phys. Rev. Lett. 69, 1616 (1992).

[4] T. Galla, Dynamics of random replicators with Hebbian inter-
actions, J. Stat. Mech.: Theory Exp. (2005) P11005.

[5] D. A. Kessler and N. M. Shnerb, Generalized model of island
biodiversity, Phys. Rev. E 91, 042705 (2015).

[6] G. Bunin, Ecological communities with Lotka-Volterra dynam-
ics, Phys. Rev. E 95, 042414 (2017).

[7] M. Tikhonov and R. Monasson, Collective phase in resource
competition in a highly diverse ecosystem, Phys. Rev. Lett. 118,
048103 (2017).

[8] A. Altieri, F. Roy, C. Cammarota, and G. Biroli, Properties
of equilibria and glassy phases of the random Lotka-Volterra
model with demographic noise, Phys. Rev. Lett. 126, 258301
(2021).

[9] G. Bunin, Directionality and community-level selection, Oikos
130, 489 (2021).

064410-8

https://doi.org/10.1126/science.241.4872.1441
https://doi.org/10.1088/0305-4470/22/17/011
https://doi.org/10.1103/PhysRevLett.69.1616
https://doi.org/10.1088/1742-5468/2005/11/P11005
https://doi.org/10.1103/PhysRevE.91.042705
https://doi.org/10.1103/PhysRevE.95.042414
https://doi.org/10.1103/PhysRevLett.118.048103
https://doi.org/10.1103/PhysRevLett.126.258301
https://doi.org/10.1111/oik.07214


LOCAL AND EXTENSIVE FLUCTUATIONS IN SPARSELY … PHYSICAL REVIEW E 109, 064410 (2024)

[10] S. Marcus, A. M. Turner, and G. Bunin, Local and collec-
tive transitions in sparsely-interacting ecological communities,
PLoS Comput. Biol. 18, e1010274 (2022).

[11] J. Hu, D. R. Amor, M. Barbier, G. Bunin, and J. Gore, Emergent
phases of ecological diversity and dynamics mapped in micro-
cosms, Science 378, 85 (2022).

[12] H. Sompolinsky, A. Crisanti, and H. J. Sommers, Chaos in
random neural networks, Phys. Rev. Lett. 61, 259 (1988).

[13] T. Galla and J. D. Farmer, Complex dynamics in learning com-
plicated games, Proc. Natl. Acad. Sci. USA 110, 1232 (2013).

[14] Y. V. Fyodorov and B. A. Khoruzhenko, Nonlinear analogue
of the May-Wigner instability transition, Proc. Natl. Acad. Sci.
USA 113, 6827 (2016).

[15] Y. Guo and A. Amir, Exploring the effect of network topology,
mRNA and protein dynamics on gene regulatory network sta-
bility, Nat. Commun. 12, 130 (2021).

[16] F. Roy, G. Biroli, G. Bunin, and C. Cammarota, Numerical
implementation of dynamical mean field theory for disordered
systems: Application to the Lotka–Volterra model of ecosys-
tems, J. Phys. A: Math. Theor. 52, 484001 (2019).

[17] J. A. Dunne, R. J. Williams, and N. D. Martinez, Food-web
structure and network theory: The role of connectance and size,
Proc. Natl. Acad. Sci. USA 99, 12917 (2002).

[18] T. C. Ings, J. M. Montoya, J. Bascompte, N. Blüthgen, L.
Brown, C. F. Dormann, F. Edwards, D. Figueroa, U. Jacob, J.
Iwan Jones et al., Review: Ecological networks—Beyond food
webs, J. Anim. Ecol. 78, 253 (2009).

[19] D. M. Busiello, S. Suweis, J. Hidalgo, and A. Maritan, Ex-
plorability and the origin of network sparsity in living systems,
Sci. Rep. 7, 12323 (2017).

[20] P. R. Guimarães, The structure of ecological networks across
levels of organization, Annu. Rev. Ecol. Evol. Syst. 51, 433
(2020).

[21] R. M. May, Will a large complex system be stable? Nature
(London) 238, 413 (1972).

[22] S. Allesina and S. Tang, Stability criteria for complex ecosys-
tems, Nature (London) 483, 205 (2012).

[23] A. M. Mambuca, C. Cammarota, and I. Neri, Dynamical sys-
tems on large networks with predator-prey interactions are
stable and exhibit oscillations, Phys. Rev. E 105, 014305
(2022).

[24] Y. Fried, N. M. Shnerb, and D. A. Kessler, Alternative
steady states in ecological networks, Phys. Rev. E 96, 012412
(2017).

[25] S. Azaele and A. Maritan, Large system population dynamics
with non-Gaussian interactions, arXiv:2306.13449.

[26] R. MacArthur, Species packing and competitive equilibrium for
many species, Theor. Popul. Biol. 1, 1 (1970).

[27] Yu. A. Pykh, Lyapunov functions for Lotka-Volterra systems:
An overview and problems, in Proceedings of the 5th IFAC
Symposium on Nonlinear Control Systems (Elsevier, 2001),
pp. 1655–1660.

[28] R. H. MacArthur and E. O. Wilson, The Theory of Island
Biogeography, Princeton Landmarks in Biology (Princeton
University Press, Princeton, 2001).

[29] G. Bell, The distribution of abundance in neutral communities,
Am. Nat. 155, 606 (2000).

[30] C. K. Fisher and P. Mehta, The transition between the niche and
neutral regimes in ecology, Proc. Natl. Acad. Sci. USA 111,
13111 (2014).

[31] J. C. Allen, W. M. Schaffer, and D. Rosko, Chaos reduces
species extinction by amplifying local population noise, Nature
(London) 364, 229 (1993).

[32] A. Hastings, Spatial heterogeneity and the stability of predator-
prey systems: Predator-mediated coexistence, Theor. Popul.
Biol. 14, 380 (1978).

[33] F. Roy, M. Barbier, G. Biroli, and G. Bunin, Com-
plex interactions can create persistent fluctuations in high-
diversity ecosystems, PLoS Comput. Biol. 16, e1007827
(2020).

[34] M. T. Pearce, A. Agarwala, and D. S. Fisher, Stabilization
of extensive fine-scale diversity by ecologically driven spa-
tiotemporal chaos, Proc. Natl. Acad. Sci. USA 117, 14572
(2020).

[35] J. M. Smith, Models in Ecology (Cambridge University Press,
Cambridge, 1974).

[36] B. Bollobás, Random Graphs, 2nd ed. Cambridge Studies in
Advanced Mathematics Vol. 73 (Cambridge University Press,
Cambridge, 2001).

[37] M. Loreau, From Populations to Ecosystems: Theoretical
Foundations for a New Ecological Synthesis, Monographs
in Population Biology (Princeton University Press, Princeton,
2010).

[38] B. Derrida and Y. Pomeau, Random networks of automata: A
simple annealed approximation, Europhys. Lett. 1, 45 (1986).

[39] B. Derrida, Dynamical phase transition in nonsymmetric spin
glasses, J. Phys. A: Math. Gen. 20, L721 (1987).

[40] B. Derrida, E. Gardner, and A. Zippelius, An exactly solv-
able asymmetric neural network model, Europhys. Lett. 4, 167
(1987).

[41] L. W. Buss and J. B. C. Jackson, Competitive Networks:
Nontransitive Competitive relationships in cryptic coral reef
environments, Am. Nat. 113, 223 (1979).

[42] B. Sinervo and C. M. Lively, The rock–paper–scissors game
and the evolution of alternative male strategies, Nature
(London) 380, 240 (1996).

[43] B. Kerr, M. A. Riley, M. W. Feldman, and B. J. M. Bohannan,
Local dispersal promotes biodiversity in a real-life game of
rock–paper–scissors, Nature (London) 418, 171 (2002).

[44] T. E. Harris, The Theory of Branching Processes (Dover Publi-
cations, New York, 2002).

[45] U. Bastolla and G. Parisi, Relevant elements, magnetization
and dynamical properties in Kauffman networks: A numerical
study, Physica D 115, 203 (1998).

[46] A. J. Lotka, Elements of Mathematical Biology, unabridged
reprint ed. (Dover, New York, 1970).

[47] V. Volterra, Fluctuations in the abundance of a species consid-
ered mathematically, Nature (London) 118, 558 (1926).

[48] A. J. Nicholson and V. A. Bailey, The balance of animal
populations—Part I, Proc. Zool. Soc. (London) 105, 551
(1935).

[49] R. M. May and W. J. Leonard, Nonlinear aspects of compe-
tition between three species, SIAM J. Appl. Math. 29, 243
(1975).

[50] J. Park, Evolutionary dynamics in the rock-paper-scissors sys-
tem by changing community paradigm with population flow,
Chaos Solitons Fractals 142, 110424 (2021).

[51] E. Benincà, B. Ballantine, S. P. Ellner, and J. Huisman, Species
fluctuations sustained by a cyclic succession at the edge of
chaos, Proc. Natl. Acad. Sci. USA 112, 6389 (2015).

064410-9

https://doi.org/10.1371/journal.pcbi.1010274
https://doi.org/10.1126/science.abm7841
https://doi.org/10.1103/PhysRevLett.61.259
https://doi.org/10.1073/pnas.1109672110
https://doi.org/10.1073/pnas.1601136113
https://doi.org/10.1038/s41467-020-20472-x
https://doi.org/10.1088/1751-8121/ab1f32
https://doi.org/10.1073/pnas.192407699
https://doi.org/10.1111/j.1365-2656.2008.01460.x
https://doi.org/10.1038/s41598-017-12521-1
https://doi.org/10.1146/annurev-ecolsys-012220-120819
https://doi.org/10.1038/238413a0
https://doi.org/10.1038/nature10832
https://doi.org/10.1103/PhysRevE.105.014305
https://doi.org/10.1103/PhysRevE.96.012412
https://arxiv.org/abs/2306.13449
https://doi.org/10.1016/0040-5809(70)90039-0
https://doi.org/10.1086/303345
https://doi.org/10.1073/pnas.1405637111
https://doi.org/10.1038/364229a0
https://doi.org/10.1016/0040-5809(78)90015-1
https://doi.org/10.1371/journal.pcbi.1007827
https://doi.org/10.1073/pnas.1915313117
https://doi.org/10.1209/0295-5075/1/2/001
https://doi.org/10.1088/0305-4470/20/11/009
https://doi.org/10.1209/0295-5075/4/2/007
https://doi.org/10.1086/283381
https://doi.org/10.1038/380240a0
https://doi.org/10.1038/nature00823
https://doi.org/10.1016/S0167-2789(97)00243-1
https://doi.org/10.1038/118558a0
https://doi.org/10.1111/j.1096-3642.1935.tb01680.x
https://doi.org/10.1137/0129022
https://doi.org/10.1016/j.chaos.2020.110424
https://doi.org/10.1073/pnas.1421968112


STAV MARCUS, ARI M. TURNER, AND GUY BUNIN PHYSICAL REVIEW E 109, 064410 (2024)

[52] N. Chr. Stenseth, W. Falck, O. N. Bjørnstad, and C. J.
Krebs, Population regulation in snowshoe hare and Cana-
dian lynx: Asymmetric food web configurations between
hare and lynx, Proc. Natl. Acad. Sci. USA 94, 5147
(1997).

[53] T. A. de Pirey and G. Bunin, Many-species ecological fluctua-
tions as a jump process from the brink of extinction, Phys. Rev.
X 14, 011037 (2024).

[54] P. J. Davis, Circulant Matrices, 2nd ed. (Chelsea, New York,
1994).

064410-10

https://doi.org/10.1073/pnas.94.10.5147
https://doi.org/10.1103/PhysRevX.14.011037

