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Modelling predation and mortality rates from the fossil record of
gastropods
Graham E. Budd and Richard P. Mann

Abstract.— Gastropods often show signs of unsuccessful attacks by predators in the form of healed scars
in their shells. As such, fossil gastropods can be taken as providing a record of predation through geological time. However, interpreting the number of such scars has proved to be problematic - would
a low number of scars mean a low rate of attack, or a high rate of success, for example? Here we
develop a model of scar formation, and formally show that in general these two variables cannot be
disambiguated without further information about population structure. Nevertheless, by making the
probably reasonable assumptions that the non-predatory death rate is both constant and low, we show
that it is possible to use relatively small assemblages of gastropods to produce accurate estimates of both
attack and success rates, if the overall death rate can be estimated. We show in addition what sort of
information would be required to solve this problem in more general cases. However, it is unlikely that
it will be possible to extract the relevant information easily from the fossil record: a variety of important
collection and taphonomic biases are likely to intervene to obscure the data that gastropod assemblages
may yield.
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Introduction
A possible forcing role of predation in evolution has become an important theme in recent discussions of major evolutionary radiations, a viewpoint championed particularly by Vermeij (e.g., [1]; [49];
[10]; [11]; [24]). Particularly notable examples of faunal turnovers or radiations where predation has
been considered to be of particular importance include the growth of scleritised organisms during the
Cambrian explosion ( [10]; [11]), perhaps related to growing sophistication of both prey and predator
(c.f. [14]); and the so-called ‘Mesozoic Marine Revolution’, a co-ordinated pattern of change in cryptic
habitats and defensive structures in e.g., molluscs seen from the Devonian onwards but particularly
clear from the Cretaceous ( [46] [43] [20]). Conversely, the relationship between predator and prey has
been shown to be more complex than a simple ‘arm’s race’, both in theoretical and inferential terms
(e.g., [8] [30]). Irrespective of this centrality of predation in understanding how faunal changes take
place however, little direct evidence is available from which levels of predation through time can be
estimated, partly because victims of successful predation rarely survive to leave a fossil record. This
failure of fossil survival is nevertheless strongly dependent on mode of predation. For example, drilling
predators such as the modern naticid gastropods may leave the shell of their prey more or less intact
apart from characteristic drill holes ( [16]), a mode of predation that has been claimed to exist as far
back as the Ediacaran period ( [5] [11]). Here the problem is rather to determine whether the preserved
drill holes were lethal or not: evidence of repair is taken to indicate survival ( [50] [20]).
A different problem is presented by those organisms that most clearly preserve evidence of at least
failed predation – i.e., the gastropods (e.g., [9]). Modern day predators on gastropods such as decapod
crustaceans have a variety of ways of attacking their prey such as crushing the apex of the shell and
then extracting the soft tissue from the top; but the most common appears to be so-called “peeling”,
whereby the predator inserts a claw into the aperture of the prey and breaks the shell along the whorl
spirally towards the apex (fig. 1 of [42]). This method of attack is however relatively time-consuming,
as the prey can retreat the soft parts up towards the apex of the shell, so that a considerable amount
of shell may need to be peeled away before the prey can be reached. Gastropods possess considerable
powers of repair and regeneration, however, as the edge of the living mantle can rebuild the broken
rim of the shell. Failed attempts at predation may thus leave a characteristic scar on the rim of the
shell that eventually becomes incorporated into a whorl as the gastropod continues to grow (Fig. 1).
During its lifetime, a gastropod may survive multiple attempts at predation that will leave a series
of scars. The average rate of at least unsuccessful predation on a gastropod population may thus be
estimated by the number of scars on each gastropod in a fossil population, assuming one can estimate
age from size (see below: for a discussion of the various metrics of scarring, see e.g., [2]; [9]). This sort
of record of attempted predation can be traced back far in the fossil record [7] and thus provides a
potential insight into how such attacks have evolved through time.
The importance of apertural attack on gastropods may be inferred by the growing elaboration
of apertural defences in gastropods through the fossil record, such as narrowing the aperture into
a slit, thickening of the apertural margin and growth of apertural spines (e.g., [48]). However, the
problem that remains to be solved is to be able to estimate the (unknown) rates of lethal predation
from the (known) rates of failures, and this has proved to be problematic. Whilst the rate of scarring
within a population has often been taken as a proxy of intensity of the total rate of attack [30] [32] [44],
consideration of what the fossil record is reflecting suggests that this relationship is far from certain (see
e.g., [21]). Is a population of gastropods with few apertural scars indicative of low absolute predation
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Figure 1: Example of a large healed injury (scar) in the buccinid Neptunea angulata from the Pleistocene Red Crag of East Anglia (from the Phillip Cambridge collection in the Sedgwick Museum,
Cambridge, UK). Scale bar = 1 cm.
rates, with a low number of failures correlated with a low number of successes, or does it indicate a high
ratio of success, which might also be expected to leave relatively few survivors with few scars (e.g., [30])?
If snails that were successfully predated were preserved intact and could be identified as such, rather
than being destroyed, then the solution to the ratio between success and failure of predation would
be trivial to solve, being merely the inverse of the average number of failed predation scars on each
snail that ultimately died from predation. However, in general it is hard to show that a particular
fossil shell was actually damaged during lethal predation. Whilst it is possible to find modern shells
that appear to have been lethally damaged by predation [47], these clear-cut examples seem rare in
the fossil record (pers. comm. J. S. Peel). The problem is thus that the preserved shells represent
a biased subset of the total population, with those that died from (destructive) predation essentially
excluded from the record. The question then becomes: is there enough information preserved in the
shells in the fossil record, with their record of survived attacks, to deduce the structure of the entire
population including the ones no longer preserved?
While various authors have indicated some of the potential problems involved in making direct
inferences about predation rates from the fossil record, this discussion has been hampered by the lack
of an explicit model that relates scar frequency to predation rates (an interesting exception is provided
by [40] who models healed injuries in lizard tails; his model partly parallels the simplified model we
present below). Here, then, we present such a model and show both the consequences of that model
in terms of the likely observable data and the inverse problem of identifying predation rates from such
data.

A general model of scar production
An assemblage of fossil snails is created by an interaction of two sets of processes: ecological processes
that affect the living snails, and biostratinomic processes that affect the dead ones. These can together
be considered as destructive and non-destructive processes. Destructive processes encompass successful
predation that destroys the shell, and biostratinomic processes such as breakage, dissolution and so
on that remove dead shells from the record. The recovered fossil record thus lacks snails that were
destroyed by either of these processes. We make the initial assumption here that biostratinomic
processes are non-selective, i.e. that dead shells all have an equal chance of being fossilised. After
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the model is presented we consider the case of when this is not the case (as indeed seems likely [17]).
Non-destructive processes include: failed attacks (which leave scars but do not destroy the shell); death
from non-predatory causes (e.g., starvation); and death from predation or other biological processes
that do not destroy the shell (for example, drilling predation; death from disease, parasitism etc). In
the following, "predation” refers only to destructive processes that are part of the same process that
also leaves scars.
In our model we consider a population of snails, each of which is characterised by its age and the
number of healed scars it possesses. Within this population, we denote the number of snails of age a,
with marks m at time t as N (a, m, t).

Figure 2: A conceptual plot of number of survived predation scars (m) against time (t), showing
possible fates for three snails A, B and C of varying ages aA, aB and aC at time t = 0. Attacks are
marked with X. Snails can survive periods without attacks (horizontal branches) or survive attacks
(vertical coloured branches). Death can come from successful attack (vertical black branches) or from
non-predatory causes (horizontal black branches). At every point in the grid, there are two recent
possibilities for having arriving there: either surviving from t-1 with, or without, scarring (e.g., the
two alternative routes to Z). The exception is provided for points along m = 0, where only arrival
without scarring is possible. Snail C survived the time period under question.
This population evolves over time as a result of various processes, illustrated in Figure 2. These are:
(i) successful predation leading to death and thus destruction of the shell; (ii) unsuccessful predation
leading to the formation of a scar; and (iii) death from non-predatory causes, leading to potential
preservation of the shell in the record. Therefore, over some short interval of time ∆t the evolution of
the population can be described by the following master equation.

N (a + ∆t, m, t + ∆t) = N (a, m, t)(1 − d(a)∆t − R∆t) + N (a, m − 1, t)R(1 − ρ)∆t

(1)

where R is the rate at which snails are attacked per unit time, ρ is the proportion of attacks that
are successful and d(a) is the (potentially age-dependent) non-predatory death rate. We make the
assumptions that both R and ρ are age- and scar number- independent.
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Ignoring the number of scars, the number of snails of age a is determined by the proportion of
younger snails surviving both predatory and non-predatory possibilities of dying.

N (a + ∆t, t + ∆t) ≡

∞
X

N (a + ∆t, m, t + ∆t)

m=0

(2)

= N (a, t)(1 − d(a)∆t − Rρ∆t)
Steady state solution.—In a steady state solution, N (a, m, t) does not vary with t: N (a, m, t) ≡
N (a, m) ∀ a, m, t. Using this assumption we can derive a solution for the steady state population.
Taking equation 1, we have:

N (a + ∆t, m) = [N (a, m)(1 − d(a)∆t − R∆t) + N (a, m − 1)R(1 − ρ)]∆t.

(3)

From equation 2 we also have:

N (a + ∆t) = N (a)(1 − d(a)∆t − Rρ∆t).

(4)

From the above equations we can determine the evolution of the conditional probability P (m | a), that
a snail of age a has m scars:
P (m | a + ∆t) = N (a + ∆t, m)/N (a + ∆t)
=

[N (a, m)(1 − d(a)∆t − R∆t) + N (a − ∆t, m − 1)R(1 − ρ)]∆t
N (a)(1 − d(a)∆t − Rρ∆t)

(5)

= P (m | a)(1 − R(1 − ρ)∆t) + P (m − 1 | a)R(1 − ρ)∆t + O(∆t2 ).
Taking the limit as ∆t → 0, we therefore have:
dP (m | a)
= R(1 − ρ)[P (m − 1 | a) − P (m | a)].
da

(6)

Solution of this differential equation (see Appendix) reveals that P (m | a) therefore follows a Poisson
distribution with mean R(1 − ρ)a:

P (m | a) =

(R(1 − ρ)a)m exp(−R(1 − ρ)a)
m!

(7)

If we assume that the fossilisation and collection processes are not biased with respect to scar number,
we can expect that the distribution of scars with age in the population of fossil shells will be the same
as in the living population, i.e.:
Pf (m | a) = P (m | a)

(8)

Two key insights can be gleaned from this result. First, the distribution of the number of scars as a
function of age (in both living and fossil assemblages) depends entirely on the predation parameters R
and ρ, and excludes factors related to the non-predatory death rate. We can therefore make inferences
about R and ρ from this information without a detailed understanding of the life table of the gastropod
species.
The second insight, however, is that this Poisson distribution depends solely on the product R(1−ρ)
which we label Ω. This implies that inferences based on the age-dependent scarring alone can never
reveal a unique combination of R and ρ that best fits the available data. Instead, inferences will
identify an optimal value of R(1 − ρ), and thus a contour in the R, ρ parameter space. Without further
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information or assumptions, no further disambiguation is possible. This result confirms the intuition
of some previous workers (e.g., [30]) that a high number of scars per year of life can only ambiguously
indicate high predation rates or low success rates.
In order to proceed further, then, it is necessary to also examine the distribution of shell ages.
In order to do so, we need to consider the non-predatory death rate, d(a). Various models for death
rates for different ages exist [15]. These include (broadly): increasing death rates through age; decreasing death rates through age; and constant death rates through age. The first model characterises
organisms such as mayflies and first world humans, and seems intuitively most likely. However, many
marine organisms including gastropods (e.g., [45] [3]) do not appear to exhibit this sort of mortality,
but rather appear to have a constant death rate throughout most of their lives. The exception, in
gastropods as in all marine invertebrates, especially those with planktotrophic larvae, would be extremely high mortality in their earliest months [38] [33] [18]), probably largely through predation. For
the purposes of our study, however, the mortality rates of such young snails can be disregarded as
they are essentially invisible in the fossil record. Constant death rates after this early period imply
that marine invertebrates do not seem to show senescence (i.e. they rarely die from "old age” [13]).
It should be noted that if overall mortality is constant through age, then both death from predation
and from non-predation are also likely to be constant. If not, then increase in one would have to be
balanced by decrease in another, and it is hard to think of a theoretical reason for this.v

Modelling attack and success rates with a constant non-predatory death rate
For d(a) to be constant (but of significant size) implies that the distribution of ages in the fossil shells,
Pf (a) is the same as in the living population, as non-predatory death samples these shells into the
pool of potential fossils in a unbiased fashion.

Pf (a) = (Rρ + d) exp(−(Rρ + d)a)

(9)

Given both this age distribution of fossil shells (equation 9) and the distribution of scars conditioned
on age (e.g., 8), we can also straightforwardly derive the distribution of scars in the fossil (or living)
population as a whole, Pf (m):
Z

∞

P (m | a)Pf (a)da

Pf (m) =
0

(Rρ + d)
=
R+d
That is, m is geometrically distributed with rate



R(1 − ρ)
R+d

m−1

(10)

(Rρ+d)
R+d .

We have thus derived a model that describes the distribution of ages and scars in a fossil assemblage,
conditioned on known values of the parameters R, ρ and d. How are these values to be estimated?
Imagine we are presented with a data set of N shells, each of which has a recorded age, ai and number
of scars mi , i ∈ 1 . . . N . From our model we can define a log-likelihood function L(R, ρ, d), the (log)probability of generating these observations from our model with a specific choice of parameters:
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L(R, ρ, d) = log P (a1 , m1 , a2 , m2 . . . aN , mN | R, ρ)
=

N
X

log P (mi | ai , R, ρ) + log P (ai | R, ρ)

i=1

=

N
X

(11)

−(R + d)ai + mi log(R(1 − ρ)ai ) + log(Rρ + d) − log(mi !).

i=1

Maximising this function with respect to the model parameters yields the following relationships between the maximum-likelihood estimators (see Appendix for derivation):
PN
mi
,
R̂(1 − ρ̂) = Pi=1
N
i=1 ai

N
R̂ρ̂ + dˆ = PN

i=1

ai

.

(12)

(13)

With these two simultaneous equations alone we cannot disambiguate the three model parameters.
Instead, we can infer two distinct quantities: the rate of unsuccessful attacks, R(1 − ρ), and the total
mortality rate Rρ + d. In particular, without further information we cannot infer what proportion of
overall mortality is caused by predation. However, by making reasonable assumptions regarding this
proportion, we can make further progress towards identifying R and ρ, as we show in the next section.
It is worth noting that estimation of overall mortality rates, as per equation 13, is a well-studied
and complex problem in its own right. Notoriously, in natural populations this problem has been
exacerbated by modern fishing (see e.g., [27]) - one of the few biases that does not affect the fossil
record. One simple and classical approach has been to use the Hoenig Estimator ( [23]). This method
takes the view that, as all individuals in a population must essentially have died by the time of the
oldest specimen, then determining the age of such a specimen will allow estimation of the death rate,
and thus proposes a relationship of the form:

ˆ = α + β ln(amax )
ln(R̂ρ̂ + d)

(14)

where amax is the maximum age.
α and β are two constants determined by Hoenig from published longevity data sets for molluscs
to be 1.23 and -0.832 respectively. For example, if the age of the oldest specimen is 15 years, then
R̂ρ̂ + dˆ = 0.36. Within a given data set, this estimator naturally emerges a case of ordinal statistics;
since the ages of specimens are exponentially distributed (assuming constant mortality), the expected
age of the oldest specimen is given by considering the expected value of the largest of N exponential
random variables, each with mean 1/(Rρ + d), giving the relationship:

E(amax ) = HN /(Rρ + d),

where HN =

PN

i=1

(15)

1/i is the N th harmonic number. Hence, the theoretical expectation for the Hoenig

estimator is:
ˆ = ln HN − ln(amax )
ln(R̂ρ̂ + d)

7

(16)

bioRxiv preprint doi: https://doi.org/10.1101/373399; this version posted July 20, 2018. The copyright holder for this preprint (which was not
certified by peer review) is the author/funder, who has granted bioRxiv a license to display the preprint in perpetuity. It is made available under
aCC-BY-NC-ND 4.0 International license.

A simplified scenario with negligible and constant non-predatory death rate
Given the difficulties with estimating d, it is nevertheless possible with the above result to make further
progress with the problem if one is willing to make another simplifying assumption, i.e., that most
invertebrates eventually die from predation (e.g., [13]). There are of course some exceptions, such as
the mass deaths of some cephalopods after spawning ( [37]) and certain disease related catastrophic
mass deaths (e.g., [4], but it can be argued that these are the exception rather than the rule [13]).
Here, then, we consider the case that a constant d(a) (i.e. the non-predatory death-rate) might always
be small compared to the death rate from predation, i.e. Rρ >> d(a) ≡ d ∀ a. It should be noted that
in this instance, the fate of the individuals that made it into the fossil record, would be highly unusual,
as they would represent the small number of snails that died non-predatory deaths. The assumption
that d(a) is constant implies that the age structure of the fossils would again faithfully reflect that
of the living population, but would be controlled almost entirely by predation, following the equation
below:

Pf (a) = Rρ exp(−Rρa)

(17)

The distribution of scars in the both the living and fossil populations will follow a geometric
distribution as in equation 10. However, if d << Rρ, the rate of the geometric distribution simplifies
to

(Rρ+d)
R+d

' ρ, with the straightforward corollary that the proportion of shells with at least one scar

is 1 − ρ. Hence, and somewhat counter-intuitively, the scar distribution would depend only on the
success rate of predation, and not on the attack rate of predation. This important result shows that
for cases of overwhelming destructive predation as cause of death, the proportion of scarred snails in
the fossil population (a statistic often collected) can be used to estimate the success rate of predation,
without explicitly considering the ages distribution of the preserved specimens. However, it should be
noted that such an estimate will only be accurate if the fossils examined are not size (and thus age)
biased. For example, if many small shells happen to be missing from the sample, then (as they are
less likely to be scarred than larger, older shells), the proportion of scarred shells in the sample will be
higher than in the unbiased population, leading to an underestimate of ρ. Given that biased samples
are likely to be biased in this direction (see below), analysis of such would at least set an lower limit
to ρ.
Are the assumptions behind this simplified model reasonable? A constant death rate after the
juvenile stage has often been argued for (e.g., [33]; [12]). Whether or not predation is overwhelmingly
dominant is less clear, but in studies of Conus pennaceus for example, Perron showed or argued that
both our conditions, of constant adult death rates (c. 42% per year in his study) and overwhelming
death from predation were likely to pertain as empty shells were rare in his assemblages (c.f. [13]).
Interestingly, he also showed that 46.7% of adults showed at least one trace of unsuccessful attack,
which would imply a success rate of attack of about 53.3% and thus an overall rate of attack of c. 0.79
per year per snail. We employ these numbers in the following section as an example.

A simulated demonstration
To demonstrate the process of making inferences from real data sets, we outline the procedure on a
simulated sample of 100 fossil shells, with parameters ρ = 0.533 and R = 0.79 (illustrative parameter
values calculated from [33] as above). Our simulated data set is summarised in the histograms in
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Figure 3: Shell age distribution and scars per shell from a simulated data set where ρ = 0.533 and
R = 0.79
To perform the inference, we need to define a log-likelihood function: the log-probability of generating the observed data from the model, conditioned on putative values of the parameters R and ρ.
Let a1 , a2 , . . . aN be the recorded ages of the N fossil shells (here N = 100) and m1 , m2 , . . . , mN be
the corresponding number of scars. Then the log-likelihood function L(R, ρ) is:
L(R, ρ) = log P (a1 , m1 , a2 , m2 . . . aN , mN | R, ρ)
=

N
X

log P (mi | ai , R, ρ) + log P (ai | R, ρ)

i=1

=

N
X

(18)

−Rai + mi log(R(1 − ρ)ai ) + log(Rρ) − log(mi !)

i=1

Maximising L(R, ρ) with respect to changes in R and ρ we obtain the following maximum-likelihood
parameter estimates (see Appendix):
PN
N + i=1 mi
PN
i=1 ai
N
ρ̂ =
,
PN
N + i=1 mi

R̂ =

(19)

with the following asymptotic expressions for the standard errors in these estimates (see Appendix):

σR̂ = qP
N

R̂

i=1 (mi

σρ̂ =

ρ̂

+ 1)

(20)

p

(1 − ρ̂)
√
N

In the case of the simulated data shown in Figure 3, we have the following summary statistics: N =
PN
PN
100, i=1 mi = 87, i=1 ai = 235.84, giving parameter estimates (with 95% confidence intervals) of:
R̂ = 0.79 ± 0.11, ρ̂ = 0.53 ± 0.07, in close agreement with the original parameters used.
How reliable are these estimates? We created one million simulated datasets of 100 shells from
our model and performed the above inference procedure on each, recording the maximum-likelihood
estimates of R and ρ. The results of this test are shown in Figure 4, showing the joint and marginal
distributions of R̂ and ρ̂. These results show that the inferred values are centred on the true parameter
values, that estimates of both R and ρ are normally distributed and typically lie within 0.1 of the true
value, and that errors in the two estimates are independent of each other.
9

0.60
0.50
0.40

estimate of ρ

0.70

bioRxiv preprint doi: https://doi.org/10.1101/373399; this version posted July 20, 2018. The copyright holder for this preprint (which was not
certified by peer review) is the author/funder, who has granted bioRxiv a license to display the preprint in perpetuity. It is made available under
aCC-BY-NC-ND 4.0 International license.

0.6

0.7

0.8

0.9

1.0

1.1

estimate of R

Figure 4: Results of inference on simulated data. 1 million data sets of 100 shells were simulated and
the values of R and ρ inferred. The true values are marked by the dashed lines.

Modelling with a variable and large non-predatory death rate
We now wish to consider the more difficult case where the predatory death rate is neither small
nor constant. If d(a) varies with age, then fossils will be recruited preferentially from snails of ages
that have higher non-predatory death rates, since all fossils must originate from non-predatory deaths
(c.f. [36]; [19]). In addition, the age structure of the living population also depends on the integral of
the non-predatory death rate through age:
 Z
Pf (a) ∝ d(a) exp(−Rρa) exp −

a


d(a0 )da0 .

(21)

0

If we had perfect knowledge of the non-predatory death rate d(a), then inference of R and ρ would
remain possible. Unfortunately, without simplifying assumptions, full knowledge of d(a) is generally
lacking, both in terms of its magnitude and age dependence, even in living populations, and its inference
from fossil ones seems implausible. Thus, in the case where d(a) is assumed to vary in an unknown
way, we are forced to conclude that the age distribution of fossil shells can give us no useful information
about the values of R and ρ. However, we can still make inferences on the basis of the conditional
scar distribution, Pf (m | a). Recall (equation 8) that this distribution does not depend on the nonpredatory death rate, and thus is independent of any variations within it, or uncertainty as to its
value.
As noted previously, the distribution Pf (m | a) depends solely on the combination of parameters
R(1 − ρ). From this observation it is clear that we can only hope to infer this combined value, and will
not be able to disambiguate R and ρ. By defining and maximising a log-likeihood based on equation
8 (see Appendix), we show that we retrieve the following estimator and standard error:
PN
mi
R̂(1 − ρ̂) = Pi=1
N
i=1 ai

(22)

R̂(1 − ρ̂)
σR(1−ρ) = qP
N
i=1 mi

(23)

We show the result of applying this estimator to the same simulated data set used above, but with
no assumptions about d in Fig. 5. Here we can see that the estimator (and associated standard error)
defines a contour band in the R and ρ space, which contains the values of R and ρ used to generate
the data.
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Figure 5: Example plot of inferred contour of R(1 − ρ) as a function of R and ρ from our simulated
data set of 100 shells. Dashed lines give the 95% confidence intervals.The red point shows values of R
and ρ used to generate the data.

Practical problems
We have derived a set of equations that allows us to relate scar and age frequency in fossil populations
to important parameters that are governed by predation and success rates, and shown that these can
even be disambiguated under certain assumptions. However, various practical problems in extracting
useful data from fossils are likely to hinder the unbiased reconstruction of these parameters.
Age—size relationship.—The most obvious problem with the general and constant d models presented
above is that they depend on age as an important parameter, but this cannot be directly observed
in the fossil record: typically it must be inferred from size. The relationship between size and age in
organisms is an often complex one and cannot easily be established, especially in an extinct taxon.
Various methods have been used to age living gastropods (e.g., opercula growth rings ( [25]; [31]);
statolith variation or element variation in the shell ( [35]; or stable isotope variation (e.g., [53]; [34];
reviewed in [26]) but these are not always applicable to fossil examples. If there is a strongly non-linear
relationship between size and age, then the size distribution of a fossil population will not be indicative
of the age distribution and even if death rates are constant, unusual fossil size distributions may thus
result [36]. Needless to say, if size cannot reliably be translated into age, then fossil data cannot be
brought to bear on the inference problems we discuss, except in the simple case of small constant d,
where ρ (but not R) can be inferred.
Pre-existing datasets.—Another issue that arises is that our model relies on measurements of the
actual number of scars in individuals and their age (or at least size). Typically, however, data have
been collected at a much lower resolution than this, for example consisting simply of what proportion
of snails in a collection show signs of predation, or further dividing shells into simple size classes (see [9]
for a discussion of how such data can be collected, and [22] for a notable exception). Whilst it would
be possible to expressions for both of these datasets from our equations (with suitable definitions for
small and large), this would further reduce the resolving power of our approach.
Another problem with pre-existing datasets is that any sort of collection is likely to show collection
bias, if it has not been specifically bulk-collected to avoid such bias. Notable such biases include preferential collection of larger, perfect (i.e., unscarred) or more interesting (i.e., more scarred) specimens.
Measurements of both age and scar distributions would obviously be adversely affected by these biases.
Biostratinomic processes.—Fossil assemblages, even when collected in bulk to avoid collection bias
still show various types of preservation biases ( [28]). These include (non-exhaustively) preferential
preservation of larger, more robust individuals; hydrodynamic sorting through transport and non-
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uniform sampling of living populations (e.g. fossilization of organisms where young and adults live in
different environments), with the general tendency being to remove smaller specimens from the record,
as shown by [17]. Museum collections, suffering from both biostratinomic and collection bias, are likely
to be particular unrepresentative. This bias suggests that it may prove profitable to consider only the
larger sizes in an assemblage when performing the inferences we demonstrate herein.
Another issue would be time averaging of assemblages ( [28]; [29], but the effect of this will partly
depend on whether or not the populations being recruited from were steady-state or not (see below).
If populations were steady-state but noisy however, time averaging might have the effect of making
the parameter estimations from particular assemblages more representative of the overall predation
pressure on the parent living ones (for a useful discussion of collection bias and averaging, see [6]).
Finally, the confounding effects of other organisms should not be neglected. For example, it seems
that post-mortem attack of shells by crabs is common, either because they mistakenly think they might
be occupied, or because they are occupied by e.g., hermit crabs [52]. In addition, hermit crabs from
the early Jurassic onwards are likely to exert significant controls on shell-frequency distributions by
preferentially concentrating shells of their preferred size (see e.g., [51] [41]).
Non-stationary populations and events.—So far we have considered living populations in a steady
state, at least relative to the time scale of the fossil record: for a given assemblage, population size
and structure and rates of predation remain steady. However, we know that populations are often
highly unstable through time, including predictable predator-prey patterns of population oscillations
(c.f. [30]). The effect of these sorts of fluctuations on the fossil record will partly depend on the
timescale of fossilisation relative to them. For example, an obrutional deposit that provides a snapshot
of the living and dead population at a particular time will relate in a different way to an assemblage
that slowly formed in a low sedimentation rate environment.

Empirical studies
We wish finally to comment briefly on the empirical studies by various authors that have examined
the numbers of scars in living gastropod populations in different environmental conditions (e.g., [6]
[32] [39] [44]). One notable feature of all these studies is the high degree of variation of scar frequency
between different microhabitats; other features such as potential evidence for "size refugia” (i.e., larger
shells being less vulnerable to attack [22] [47] [39]) are less consistently attested to. In any case, it
should be noted that assessment of relative rates of scarring in different size classes is problematic
without an explicit size-age relationship.
Nevertheless, a series of studies have shown that scar frequency, as measured by the proportion of
snails with at least one scar, seems to track predator frequency, with the conclusion being drawn that,
in general, scar frequency can be taken as a proxy of predation intensity (our R) and thus predation
mortality (our Rρ) - e.g., [44] [32] [6]. For example, the data set of [32] shows that more snails in calmer
sheltered environments tend to have at least one scar compared to those in more exposed environments,
and relate this to the greater densities of predators (in this case, crabs) in the former environment. If
we make the assumption of both small and constant d, then these data seem to suggest that ρ is not
the controlling variable, contrary to our model. However, it might be that in an environment with
many predators, any particular attacker is more likely to be disturbed by a competitor or (indeed)
its own predator. If we make the assumption that d(a) is constant but of unknown size, then the
proportion of snails with at least one scar in a population is given by 1 −
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Our model shows that when only R is varying from site to site, one would indeed expect to see more
scars in snails from sites with higher attack rates. However, the rate of scarring derived from this
equation can vary with any of d, ρ or R, suggesting that varying attack rates might not be the only
possible explanation for these data. For example, if the snails living in a calmer environment had on
average a lower rate of non-predatory death compared to those in more exposed environments, then
one expect them to accumulate more scars too. The weak inverse correlation that [32] demonstrate
between amount of scarring and body size would be consistent with this view. In general, then, our
model provides a theoretical background in which to interpret summary field data, and offers pathways
towards understanding their meaning more fully.

Discussion
Our model provides a theoretical approach to estimating rates of predation and predation success that
goes considerably beyond previous theoretical treatments of the subject. Such a model is necessary for
relating observations in the fossil record to inferred underlying processes such as predation. However,
our model shows that in practice, predation and predation success rates cannot be fully disambiguated
except under specific assumptions, of constant and low rates of non-predatory death, which do however
have some empirical support. Even in such circumstances, the vagaries of the fossilisation and collection
processes would make estimation of the parameters of interest unreliable without further assumptions.
The model we have used and the obstacles we discuss clarify the sorts of data and their associated
biases that would need to be considered in order to in fact draw reliable inferences about the evolution
of predation through time from healed scars in gastropods.
Despite these somewhat pessimistic conclusions, our model points towards various lines of future
research that may help improve prospects of predation rate estimation. These include: comparing fossil
assemblages of living taxa with their living populations (e.g., [41]; or recently extinct taxa with their
close living relatives; see [17]); comparing different living or fossil assemblages where we have reason to
believe that many factors have remained the same between them (e.g. two or more populations where
predation success is thought to be the same; here changes in scar numbers would thus be indicative of
changes in attack rate); incorporation of absolute age estimates into size data (e.g., from stable isotope
fluctuations [34]); bulk collection of specimens to eliminate collection bias and explicit modelling of
population predatory-prey or other non-stationary models with respect to fossilisation regimes. In
other words, consideration of the long-standing problem of estimating predation rates through times
illuminates many of the classical problems associated with inference of life processes from the fossil
record in general.

References
[1] An ecological theory for the sudden origin of multicellular life in the late Precambrian, author=Stanley, Steven M, journal=Proceedings of the National Academy of Sciences, volume=70,
number=5, pages=1486–1489, year=1973, publisher=National Acad Sciences.
[2] Failed predation in Late Ordovician gastropods (Mollusca) from Manitoulin Island, Ontario,
Canada, author=Ebbestad, Jan Ove R and Stott, Christopher A, journal=Canadian Journal
of Earth Sciences, volume=45, number=2, pages=231–241, year=2008.

13

bioRxiv preprint doi: https://doi.org/10.1101/373399; this version posted July 20, 2018. The copyright holder for this preprint (which was not
certified by peer review) is the author/funder, who has granted bioRxiv a license to display the preprint in perpetuity. It is made available under
aCC-BY-NC-ND 4.0 International license.

[3] Life history consequences of differences in developmental mode among gastropods in the genus
Conus, author=Perron, Frank E, journal=Bulletin of marine science, volume=39, number=2,
pages=485–497, year=1986, publisher=University of Miami-Rosenstiel School of Marine and Atmospheric Science.
[4] Mass mortality of Diadema antillarum in the Caribbean: what have we learned?, author=Lessios,
HA, journal=Annual Review of Ecology and Systematics, volume=19, number=1, pages=371–
393, year=1988, publisher=Annual Reviews 4139 El Camino Way, PO Box 10139, Palo Alto, CA
94303-0139, USA.
[5] Predatorial borings in late Precambrian mineralized exoskeletons, author=Bengtson, Stefan
and Zhao, Yue, journal=Science, volume=257, number=5068, pages=367–369, year=1992, publisher=American Association for the Advancement of Science.
[6] Gastropod shell repair in the intertidal of Bahia la Choya (N. Gulf of California), author=Cadée,
Gerhard C and Walker, Sally E and Flessa, Karl W. Palaeogeography, Palaeoclimatology, Palaeoecology, 136(1-4):67–78, 1997.
[7] Repaired injuries and shell form in some Palaeozoic pleurotomarioid gastropods, author=Lindstrom, A and Peel, John S. Acta Palaeontologica Polonica, 50(4):697–704, 2005.
[8] P. A. Abrams. The evolution of rates of successful and unsuccessful predation. Evolutionary
Ecology, 3(2):157–171, 1989.
[9] R. R. Alexander and G. P. Dietl. The fossil record of shell-breaking predation on marine bivalves
and gastropods. In Predator—Prey Interactions in the Fossil Record, pages 141–176. Springer,
2003.
[10] S. Bengtson. Origins and early evolution of predation. The Paleontological Society Papers, 8:289–
318, 2002.
[11] R. D. Bicknell and J. R. Paterson. Reappraising the early evidence of durophagy and drilling
predation in the fossil record: implications for escalation and the Cambrian Explosion. Biological
Reviews, 93(2):754–784, 2018.
[12] T. Brey. Growth performance and mortality in aquatic macrobenthic invertebrates. In Advances
in Marine Biology, volume 35, pages 153–223. Elsevier, 1999.
[13] J. C. Britton and B. Morton. Marine carrion and scavengers. Oceanography and Marine Biology:
an annual review, 1994.
[14] G. E. Budd. Ecology of nontrilobite arthropods and lobopods in the Cambrian. The Ecology of
the Cambrian Radiation: Columbia University Press, New York, pages 404–427, 2001.
[15] J. F. Caddy. Death rates and time intervals: is there an alternative to the constant natural
mortality axiom? Reviews in Fish Biology and Fisheries, 1(2):109–138, 1991.
[16] M. R. Carriker and E. L. Yochelson. Recent gastropod boreholes and Ordovician cylindrical
borings. Technical report, 1968.
[17] R. A. Cooper, P. A. Maxwell, J. S. Crampton, A. G. Beu, C. M. Jones, and B. A. Marshall.
Completeness of the fossil record: estimating losses due to small body size. Geology, 34(4):241–
244, 2006.
14

bioRxiv preprint doi: https://doi.org/10.1101/373399; this version posted July 20, 2018. The copyright holder for this preprint (which was not
certified by peer review) is the author/funder, who has granted bioRxiv a license to display the preprint in perpetuity. It is made available under
aCC-BY-NC-ND 4.0 International license.

[18] L. A. Gosselin and P.-Y. Qian. Juvenile mortality in benthic marine invertebrates. Marine Ecology
Progress Series, 146:265–282, 1997.
[19] A. Hallam. The interpretation of size-frequency distributions in molluscan death assemblages.
Palaeontology, 10(1):25–42, 1967.
[20] E. M. Harper.

Dissecting post-Palaeozoic arms races.

Palaeogeography, Palaeoclimatology,

Palaeoecology, 232(2-4):322–343, 2006.
[21] E. M. Harper and L. S. Peck. Latitudinal and depth gradients in marine predation pressure.
Global Ecology and Biogeography, 25(6):670–678, 2016.
[22] E. M. Harper, L. S. Peck, and K. R. Hendry. Patterns of shell repair in articulate brachiopods
indicate size constitutes a refuge from predation. Marine Biology, 156(10):1993–2000, 2009.
[23] J. M. Hoenig. Empirical use of longevity data to estimate mortality rates. Fishery Bulletin,
82(1):898–903, 1983.
[24] P. M. Hull. Emergence of modern marine ecosystems. Current Biology, 27(11):R466–R469, 2017.
[25] A. S. Ilano, A. Ito, K. Fujinaga, and S. Nakao. Age determination of Buccinum isaotakii (Gastropoda: Buccinidae) from the growth striae on operculum and growth under laboratory conditions. Aquaculture, 242(1-4):181–195, 2004.
[26] L. C. Ivany. Reconstructing paleoseasonality from accretionary skeletal carbonates—challenges
and opportunities. The Paleontological Society Papers, 18:133–166, 2012.
[27] T. J. Kenchington. Natural mortality estimators for information-limited fisheries. Fish and Fisheries, 15(4):533–562, 2014.
[28] S. M. Kidwell. Time-averaged molluscan death assemblages: palimpsests of richness, snapshots
of abundance. Geology, 30(9):803–806, 2002.
[29] S. M. Kidwell, W. Bosence, Daniel, P. Allison, and D. Briggs. Taphonomy and time-averaging
of marine shelly faunas. Taphonomy: releasing the data locked in the fossil record. Plenum, New
York, pages 115–209, 1991.
[30] L. R. Leighton. Inferring predation intensity in the marine fossil record. Paleobiology, 28(3):328–
342, 2002.
[31] R. M. Miranda, K. Fujinaga, and S. Nakao. Age and growth of Neptunea arthritica estimated
from growth marks in the operculum. Marine Biology Research, 4(3):224–235, 2008.
[32] D. J. Molinaro, E. S. Stafford, B. M. Collins, K. M. Barclay, C. L. Tyler, and L. R. Leighton. Peeling out predation intensity in the fossil record: a test of repair scar frequency as a suitable proxy
for predation pressure along a modern predation gradient. Palaeogeography, palaeoclimatology,
palaeoecology, 412:141–147, 2014.
[33] F. E. Perron. Growth, fecundity, and mortality of Conus pennaceus in Hawaii. Ecology, 64(1):53–
62, 1983.
[34] L. Purton and M. Brasier. Gastropod carbonate δ18O and δ13C values record strong seasonal
productivity and stratification shifts during the late Eocene in England. Geology, 25(10):871–874,
1997.
15

bioRxiv preprint doi: https://doi.org/10.1101/373399; this version posted July 20, 2018. The copyright holder for this preprint (which was not
certified by peer review) is the author/funder, who has granted bioRxiv a license to display the preprint in perpetuity. It is made available under
aCC-BY-NC-ND 4.0 International license.

[35] C. Richardson, C. Saurel, C. Barroso, and J. Thain. Evaluation of the age of the red whelk Neptunea antiqua using statoliths, opercula and element ratios in the shell. Journal of Experimental
Marine Biology and Ecology, 325(1):55–64, 2005.
[36] J. K. Rigby. Frequency curves and death relationships among fossils. Journal of Paleontology,
pages 1007–1009, 1958.
[37] F. Rocha, Á. Guerra, and Á. F. González. A review of reproductive strategies in cephalopods.
Biological Reviews, 76(3):291–304, 2001.
[38] S. S. Rumrill. Natural mortality of marine invertebrate larvae. Ophelia, 32(1-2):163–198, 1990.
[39] N. Schmidt. Paleobiological implications of shell repair in Recent marine gastropods from the
northern Gulf of California. Historical Biology, 3(1-2):127–139, 1989.
[40] T. W. Schoener. Inferring the properties of predation and other injury-producing agents from
injury frequencies. Ecology, 60(6):1110–1115, 1979.
[41] S. Shimoyama. Size-frequency distribution of living populations and dead shell assemblages in a
marine intertidal sand snail, Umbonium (Suchium) moniliferum (Lamarck), and their palaeoecological significance. Palaeogeography, palaeoclimatology, palaeoecology, 49(3-4):327–353, 1985.
[42] J. B. Shoup. Shell opening by crabs of the genus Calappa. Science, 160(3830):887–888, 1968.
[43] P. W. Signor and C. E. Brett. The mid-Paleozoic precursor to the Mesozoic marine revolution.
Paleobiology, 10(2):229–245, 1984.
[44] E. S. Stafford, C. L. Tyler, and L. R. Leighton. Gastropod shell repair tracks predator abundance.
Marine ecology, 36(4):1176–1184, 2015.
[45] K. Suzuki, T. Hiraishi, K. Yamamoto, and K. Nashimoto. Estimation of natural mortality and
exploitation rates of whelk Neptunea arthritica by multiple tagging experiment. Fisheries science,
68(1):87–94, 2002.
[46] G. J. Vermeij. The Mesozoic marine revolution: evidence from snails, predators and grazers.
Paleobiology, 3(3):245–258, 1977.
[47] G. J. Vermeij. Unsuccessful predation and evolution. The American Naturalist, 120(6):701–720,
1982.
[48] G. J. Vermeij. Shell-breaking predation through time. In Biotic interactions in recent and fossil
benthic communities, pages 649–669. Springer, 1983.
[49] G. J. Vermeij. Evolution and escalation: an ecological history of life. Princeton University Press,
1993.
[50] G. J. Vermeij, E. Zipser, and E. C. Dudley. Predation in time and space: peeling and drilling in
terebrid gastropods. Paleobiology, 6(3):352–364, 1980.
[51] S. E. Walker. Hermit crabs as taphonomic agents. Palaios, 4(5):439–452, 1989.
[52] S. E. Walker and S. Behrens Yamada. Implications for the gastropod fossil record of mistaken
crab predation on empty mollusc shells. Palaeontology, 36(3):735–741, 1993.
[53] G. Wefer and W. H. Berger. Isotope paleontology: growth and composition of extant calcareous
species. Marine geology, 100(1-4):207–248, 1991.

16

bioRxiv preprint doi: https://doi.org/10.1101/373399; this version posted July 20, 2018. The copyright holder for this preprint (which was not
certified by peer review) is the author/funder, who has granted bioRxiv a license to display the preprint in perpetuity. It is made available under
aCC-BY-NC-ND 4.0 International license.

Appendix
Derivation of Poisson distribution for P (m | a).—From the main text, recall that the process of scar
acquisition with age follows the following master equation:
dP (m | a)
= R(1 − ρ)[P (m − 1 | a) − P (m | a)].
da

(A.1)

Consider the following generating equation
∞
X

F (z) =

z m P (m | a).

(A.2)

m=−∞

From this definition we have the following identities:
∞
X
dP (m | a)
dF
=
,
zm
da
da
m=−∞

∞
X

zF =

z m P (m − 1 | a).

(A.3)

(A.4)

m=−∞

Combining these identities we can rewrite equation A.1 as:
dF
= R(1 − ρ)(z − 1)F,
da

(A.5)

F = exp(R(1 − ρ)(z − 1)a),

(A.6)

with the elementary solution:

To retrieve the probability distribution we note that:

P (m | a) =

dm F
dz m

=
z=0

(R(1 − ρ)a)m exp(−R(1 − ρ)a)
,
m!

(A.7)

and hence P (m | a) is Poisson-distributed with mean R(1 − ρ)a.
Derivation of maximum-likelihood estimates for constant d, unbiased age sample.—Consider a data set
of N fossil shells, where shell i has age ai and number of scars mi . For a model with a constant nonpredatory death rate, we have the follow log-likelihood function for the model parameters R (attack
rate), ρ (success probability) and d.

L(R, ρ, d) =

N
X
(−(R + d)ai + mi log(R(1 − ρ)ai ) + log(Rρ + d) − log(mi !))

(A.8)

i=1

To derive the maximum-likelihood estimators for this model, we must maximise this log-likelihood.
First we take the derivatives of L with respect to R, ρ and d:
N

∂L X
mi
ρ
=
(−ai +
+
)
∂R
R
Rρ
+d
i=1

(A.9)

and
N

∂L X
mi
R
=
(−
+
)
∂ρ
1
−
ρ
Rρ
+d
i=1

(A.10)

and
N

∂L X
1
=
(−ai +
)
∂d
Rρ + d
i=1
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To maximise the likelihood, these derivatives must be zero evaluated at the maximum-likelihood
ˆ Therefore, from equation A.11 we have:
estimate values R̂, ρ̂, d.
N 
X

−ai +

i=1



1

R̂ρ̂ + dˆ
N

⇒R̂ρ̂ + dˆ = PN

i=1

ai

=0
(A.12)

.

From equation A.9, and substituting the previous result, we have
N 
X

−ai +

i=1

⇒R̂(1 − ρ̂) =

mi
R̂
PN

+

ρ̂


=0

R̂ρ̂ + dˆ

(A.13)

i=1 mi
,
PN
i=1 ai

Derivation of maximum-likelihood estimates and standard errors, for negligible, constant d, unbiased
age sample.—Consider a data set of N fossil shells, where shell i has age ai and number of scars mi .
For a model with a constant non-predatory death rate, we have the follow log-likelihood function for
the model parameters R (attack rate), ρ (success probability).

L(R, ρ) =

N
X
(−Rai + mi log(R(1 − ρ)ai ) + log(Rρ) − log(mi !))

(A.14)

i=1

As above, to derive the maximum-likelihood estimators for this model, we must maximise this loglikelihood. First we take the derivatives of L with respect to R, ρ
N

∂L X
mi
1
=
(−ai +
+ )
∂R
R
R
i=1

(A.15)

and
N

∂L X
mi
1
=
(−
+ )
∂ρ
1
−
ρ
ρ
i=1

(A.16)

To maximise the likelihood, these derivatives must be zero evaluated at the maximum-likelihood
estimate values R̂, ρ̂. From equation A.15 we have

N 
X
mi
1
−ai +
+
=0
R
R̂
i=1
PN
(mi + 1)
⇒R̂ = i=1
,
PN
i=1 ai

(A.17)

and from equation A.16 we have:

N 
X
1
mi
+
=0
−
1 − ρ̂ ρ̂
i=1
⇒ρ̂ = PN

(A.18)

N

i=1 (mi

+ 1)

To calculate standard errors for these estimators, we use Laplace’s method, which supplies the approximation:





2

 σR
Σ=
σRρ

∂2L
∂R2 R̂
ρ̂

σRρ 

−1
− ' H = −
 ∂2L
σρ2
∂ρ∂R

R̂
ρ̂

−1
∂2L
∂R∂ρ R̂ 
ρ̂ 
∂2L
∂ρ2 R̂
ρ̂

(A.19)



where Σ is the covariance matrix of standard errors. To apply this approximation, we require the
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second derivatives of the log-likelihood function:
N
X
∂2L
mi + 1
=
−
,
∂R2
R2
i=1

(A.20)

and:
N

∂2L X
N
mi
=
− 2
−
2
∂ρ2
(1
−
ρ)
ρ
i=1
PN
−ρ2 i=1 mi − (1 − ρ)2 N
=
ρ2 (1 − ρ)2
P
N
−ρ2 i=1 (mi + 1) + 2N ρ − N
=
ρ2 (1 − ρ)2
2
N (−ρ /ρ̂ + 2ρ − 1)
=
,
ρ2 (1 − ρ)2

(A.21)

∂2L
∂2L
=
= 0.
∂R∂ρ
∂ρ∂R

(A.22)

and:

Therefore:

σR = −

!−1/2

∂2L
∂R2

= qP
N

R̂
ρ̂

i=1 (mi

σρ = −

(A.23)

R̂

∂2L
∂ρ2

+ 1)

!−1/2
R̂
ρ̂

(A.24)

p
ρ̂ (1 − ρ̂)
√
=
N
Derivation of maximum-likelihood estimates for biased age distribution.—Consider again a data set of
N fossil shells, where shell i has age ai and number of scars mi . Since the age distribution is biased, as
a result of either biased collection or fossilisation (non-constant d), we cannot use P (a) for inference,
but instead are restricted to using the conditional distribution of scar numbers, P (m | a):

P (m | a) =

exp(−R(1 − ρ)a)(R(1 − ρ)a)m
m!

(A.25)

First we state the log-likelihood for R and ρ:
N
X
(mi log(R(1 − ρ)ai ) − R(1 − ρ)ai − log(mi !))
L(R, ρ) =

(A.26)

i=1

Since this likelihood has effectively only one parameter, Ω = R(1 − ρ), we will only be able to make
estimates of this combined quantity, leaving a fundamental ambiguity between R and ρ. Redefining
the log-likelihood in terms of Ω:

L(Ω) =

N
X
(mi log(Ωai ) − Ωai − log(mi !))
i=1
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Now taking the first derivative with respect to Ω and setting to zero to identify the maximum likelihood
value:
N

dL(Ω) X  mi
=
− ai = 0
dΩ
Ω
i=1
PN
mi
⇒ Ω̂ = Pi=1
N
i=1 ai

(A.28)

To estimate the standard error we take the second derivative of the log-likelihood and make a Laplace
approximation:
d2 L(Ω)
dΩ2

=−
Ω̂

N
1
1 X
=
−
mi
2
σΩ
Ω̂2 i=1

Ω̂
⇒ σΩ = qP
N

i=1
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