
HAL Id: hal-02467896
https://hal.science/hal-02467896

Submitted on 20 Nov 2020

HAL is a multi-disciplinary open access
archive for the deposit and dissemination of sci-
entific research documents, whether they are pub-
lished or not. The documents may come from
teaching and research institutions in France or
abroad, or from public or private research centers.

L’archive ouverte pluridisciplinaire HAL, est
destinée au dépôt et à la diffusion de documents
scientifiques de niveau recherche, publiés ou non,
émanant des établissements d’enseignement et de
recherche français ou étrangers, des laboratoires
publics ou privés.

Life tables and Leslie matrices for mammalian cohorts in
different paleobiological contexts during the Pleistocene

Philippe Fernandez, Christophe Bonenfant, Jean-Michel Gaillard, Serge
Legendre, Hervé Monchot

To cite this version:
Philippe Fernandez, Christophe Bonenfant, Jean-Michel Gaillard, Serge Legendre, Hervé Monchot.
Life tables and Leslie matrices for mammalian cohorts in different paleobiological contexts during the
Pleistocene. Jean-Philip Brugal (dir.). TaphonomieS, Editions des Archives contemporaines, pp.477-
497, 2017, TaphonomieS, 9782813002419. �hal-02467896�

https://hal.science/hal-02467896
https://hal.archives-ouvertes.fr


9HSMILD*aacebj+
Prix public : 67 euros
ISBN : 9782813002419

TaphonomieS

Des ossements d’éléphant dans une grotte ; de bison dans un dépôt lacustre ; des restes 
humains et des outils lithiques associés à des fossiles de lions ou d’hyènes… Éléphant 
cavernicole, bison aquatique, chasseurs ou chassés ? Ces exemples préhistoriques nous 
interpellent quant à leurs origines et aux associations qu’ils suscitent.

Comment ces accumulations du passé touchant un vaste éventail d’objets (faune, flore, 
productions humaines…) se sont-elles constituées et conservées au cours du temps, 
durant des centaines, des milliers, ou des millions d’années ? C’est dans cette perspective 
que se placent les études en taphonomie, largement pluri- et inter-disciplinaires, 
intégrant de multiples approches scientifiques. L’ouvrage décline ces approches 
dans le cadre temporel du Quaternaire (les trois derniers millions d’années environ), 
contemporain de l’apparition et de l’évolution de la lignée humaine et des grandes 
glaciations de l’hémisphère nord de la planète. 

Depuis la molécule et la cellule jusqu’aux organismes, parcellaires ou complets, la 
taphonomie – ou plutôt les « TaphonomieS » –, science plurielle, forme un nouveau 
champ d’analyses particulièrement fécond et fédérateur. Ce livre a pour objectif  à la 
fois d’en révéler la démarche et de présenter un certain nombre d’études conduites par 
des équipes françaises. Du passé au présent, et vice-versa, cette « nouvelle » discipline 
devrait et doit intéresser non seulement tous les chercheurs et étudiants travaillant 
sur des vestiges du passé selon des reconstitutions systémiques, mais aussi les acteurs 
actuels de nos sociétés « anthropocènes », productrices de nombreux déchets et vestiges 
qui nous survivront, on ne sait dans quelles conditions et états… ?

L’ouvrage concrétise les travaux du groupement de recherches « Taphonomie, En-
vironnement et Archéologie » (TaphEnA) du CNRS-INEE. Divisé en six parties, il 
regroupe vingt-sept chapitres rédigés par quarante-cinq auteurs de diverses spécialités 
des sciences de la Terre, de la vie, et des sciences humaines.

Avec les contributions de William E. Banks, Cedric Beauval, Pascal Bertran, Olivier Bignon-Lau, 
Christophe Bonnenfant, Jean-Guillaume Bordes, Laurent Bouby, Nicolas Boulbes, Jean-Philip 
Brugal, Dominique Castex, Julia Chrzavzez, Dries Cnuts, David Cochard, Patrice Courtaud, Jean-
Pierre Cuif, Camille Daujeard, Yannicke Dauphin, Claire Delhon, Alain Denis, Christiane Denys, 
Henri Duday, Philippe Fernandez, Jean-Baptiste Fourvel, Jean-Michel Gaillard, Jean-Bernard 
Huchet, Sacha Kacki, Vincent Lebreton, Pierre Magniez, Bruno Maureille, Pierre Massard, Anne 
Marie Moigne, Hervé Monchot, Paul Palmqvist, M. Patrocinio Espigares, Alain Person, William 
Rendu, Veerle Rots, Marie-Pierre Ruas, Géraldine Sachau-Carcel, Loïc Ségalen, Isabelle Thery-
Parisot, Vera Tiesler, Dominique Todisco, Aurore Val et Luc Vallin.

Ta
ph

on
om

ie
S

C
oo

rd
in

at
io

n 
G

D
R

 3
59

1 
C

N
R

S-
IN

E
E

 et
 Je

an
-P

hi
lip

 B
ru

ga
l Ouvrage du

Groupement de recherches 3591 
« Taphonomie, Environnement et Archéologie », 
CNRS-INEE 
Sous la direction de
Jean-Philip Brugal

TaphonomieS

C
ol

le
ct

io
n 

Sc
ie

nc
es

 a
rc

hé
ol

og
iq

ue
s

C
ol

le
ct

io
n 

Sc
ie

nc
es

 a
rc

hé
ol

og
iq

ue
s

Ouvrage du Groupement de recherches 3591 
« Taphonomie, Environnement et Archéologie », CNRS-INEE
Sous la direction de Jean-Philip Brugal



TaphonomieS



.



TaphonomieS

Ouvrage du Groupement de recherches
« Taphonomie, Environnement et Archéologie », CNRS-INEE

Sous la direction de Jean-Philip Brugal

éditions des archives contemporaines



Copyright © 2017 Éditions des archives contemporaines

Tous droits de traduction, de reproduction et d’adaptation réservés pour tous pays. Toute reproduction ou
représentation intégrale ou partielle, par quelque procédé que ce soit (électronique, mécanique, photocopie,
enregistrement, quelque système de stockage et de récupération d’information) des pages publiées dans le
présent ouvrage faite sans autorisation écrite de l’éditeur, est interdite.

Éditions des archives contemporaines
41, rue Barrault
75013 Paris (France)
www.archivescontemporaines.com

ISBN 9782813002419

9 782813 002419

Illustration de couverture :

Tissu Kuba en fibres naturelles (appelé aussi shoowa, raphias / velours Kasaï), du Zaïre-Congo (Afrique).
© photo J.-Ph. Brugal

Avertissement : Les textes publiés dans ce volume n’engagent que la responsabilité de leurs auteurs. Pour
faciliter la lecture, la mise en pages a été harmonisée, mais la spécificité de chacun, dans le système des
titres, le choix de transcriptions et des abréviations, l’emploi de majuscules, la présentation des références
bibliographiques, etc. a été le plus souvent conservée.



Collection « Sciences archéologiques »
dirigée par Philippe Dillmann

Sous le parrainage :

o du réseau CAI-RN (Compétences archéométriques interdisciplinaires –
Réseau national) de la Mission pour l’interdisciplinarité du CNRS
http ://archeometrie.cnrs.fr

o du réseau GMPCA (Groupe des méthodes pluridisciplinaires contribuant
à l’archéologie)
https ://gmpca.fr

Membres du comité scientifique :

Marie Balasse, Sandrine Baron, Sylvain Bauvais, Ludovic Bellot-Gurlet,
Jean-Philip Brugal, Emmanuelle Delqué-Kolic, Eva-Maria Geigl, Estelle
Herrscher, Guillaume Hulin, Philippe Lanos, Matthieu Le Bailly, Matthieu
Lebon, Joséphine Lesur, François-Xavier Le Bourdonnec, Anne-Solenn Le
Hô, Chantal Leroyer, Vivien Mathé, Norbert Mercier, Valérie Merle, Chris-
tine Oberlin, Ina Reiche, Martine Regert





Life tables and Leslie matrices
for mammalian cohorts in different
paleobiological contexts during
the Pleistocene

Philippe Fernandez1, Christophe Bonenfant2,
Jean-Michel Gaillard2, Serge Legendre3, Hervé Monchot4

1 UMR 7269 LAMPEA, Aix-en-Provence, Université Aix-Marseille – CNRS – MCC
2 UMR 5558, Lyon – UCB Lyon 1 – CNRS
3 UMR 5276, Lyon – UCB Lyon 1 – CNRS

4 UMR 8167 Labex Resmed – Université Paris-Sorbonne

1 Principles and methods : establishing mortality profiles
For decades studying the Pleistocene human subsistence strategies has been a key
area of research in archeology to address the ability or inability of human popula-
tions to exploit optimally their prey, and by extension, their environment. To answer
this question the theoretical concept of attritional and catastrophic mortality have
together emerged in paleontology and zooarchaeological literature, with methodolo-
gical approaches to establish mortality curves. Some of them were directly rooted in
ecological approaches, such as the introduction of life tables by Kurtén [1-5]. Since
these pioneering works, new methods based on age-specific sequences of tooth erup-
tion, tooth wear, and crown height now correspond to the main criteria used to assess
mammalian mortality curves. As a matter of fact, fossil dental material is better
preserved than bones and frequently identifiable to species. Consequently, teeth are
very useful for estimating the minimum number of individuals and for constructing
mortality curves in order to interpret the fossil demographic structures [6-13].

In zooarchaeology, the most common techniques to assign individual age are based on
current tooth eruption and wear sequences, from which each stage is codified starting
from known age individuals of domestic species [sheep/goat : 14, 15] or collected in the
wild as for example in deer [16-18], Roe deer [19- 21], Ibex or Chamois [22-23] to men-



478 Life tables and Leslie matrices. . .

tion just a few. Unfortunately tooth eruption sequences do not allow distinguishing
between adults and older individuals ; the distinction being only possible between
juveniles and adults. Furthermore, the visual comparison may be difficult between
current species wear sequences and fossil teeth with intermediate dental wear. The
problem is more complicated when species are extinct : how to relate them to current
representatives ?

Last but not least, the degree of hypsodonty is measured from the height of the crown,
usually from the root to the occlusal surface of the tooth and regressed against age
using animals of known age. Starting from the work of Kurtén this method was develo-
ped by Spinage [24-25] who focused on African taxa (bovids and equids). Similarly, the
innovative quadratic method of Klein et al. [26], also called QHCM (Crown Heights
Quadratic Method), provides a set of quadratic formulae for each tooth, according to
his rank, that can be used to predict age-at-death from tooth crown height. QHCM
has been applied to many Pleistocene deposits to interpret the exploitation of certain
large ungulates by African Hominids [27-31]. However, the main bias of the QHCM
is related to the non-linear wear of teeth from different ages [28, 32-35], and, more
importantly, to the absence of average prediction error of the estimated age for each
type of tooth [36]. This latter study by Fernandez & Legendre offers a model based
on a regression analysis of curvilinear type, starting from both age and dental height
intervals of known age individuals from the referential of Levine [37]. To each tooth
position (i.e. P/2, M3/. . . ) corresponds a polynomial equation whose parameters are
estimated by bootstrap [38]. The randomisation makes possible to estimate the in-
dividual age of teeth and its standard deviation with median values of regression
coefficients (slope, intercept, coefficient of determination) [36, tabl. 5, 39, fig. 1). This
model was applied to different Pleistocene and Holocene equid populations [40-45].

We present here (Figure 1, A to D), a step-by-step procedure to estimate the age
distribution from a hypothetical P4/ of fossil horse. This example clearly shows that
the model resolution is based on a reliable prediction error of median age to derive
appropriate age class intervals in order to properly distribute age frequencies. Indeed,
it appears that no ageing method based on dental material allows obtaining exact
absolute ages because individuals vary in the age of achievement of a given stage [46].
By ruling out the distribution information around the mean or median age, we gain a
false sense of statistical power about statements based on absolute age. Consequently,
it is crucial to reach a correct distribution of individual ages rather than focusing on
an exact age [47].

Finally, it appears in all these approaches that the lifetime, the eruption and the
tooth wear sequences can only be derived from current domesticated species or from
wild representatives of fossil species. This analogy may lead to “mimicry age”, where
the estimated age structure partly resembles that of the reference population [48].
Moreover, it is always difficult to assess the degree of abrasion induced by the diet
that determines tooth wear [49]. Nevertheless, dental meso-wear [50-51] or micro-wear
analyses are highly relevant to determinate the proportion of grass, twigs, or fruit in
the diet of extinct species [52-53]. Regardless of the ageing method, this approach is
still underused although it recently provided information about changes in seasonal
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equid diet and the presence of one or several horse cohorts through time in Schöningen
13 II-4 [54], both using isotopic analyses.

2 Attritional and catastrophic “models” :
theoretical and practical limits

As mentioned before, theoretical mortality of mammalian population is often asso-
ciated to two main models in zooarchaeology. Attritional model is characterized by a
U-shaped profile because young and old animals die off more often than prime adults.
From an ecological viewpoint, this is mostly explained by the occurrence of combined
effects of neo-natal mortality, epizooty, human and carnivore predation or intraspe-
cific competition for resources. The combination of all these factors affects the most
vulnerable age groups through time.

Conversely, the mass mortality also called “catastrophic”, reflects the age distribution
of the living “population” in which the frequency of individuals in each age group
decreases regularly, exhibiting an L-shaped profile. Natural disasters such as floods
[55], bush fires [56] or volcanic eruptions [57, 58] are natural events that characterize
this punctual type of mortality.

However, fossil age structures mixed through time may result in different patterns
than these two theoretical opposite types of mortality. Furthermore, different species
can only be compared when age intervals are of similar duration and when lifespans
are identical, which is rarely the case. That is why Kurtén [1, 2] in paleontology,
Spinage [59] in ecology, and Klein [27] in zooarchaeology, were among the first in
their field to standardize interval classes of ages of equal duration, each one represen-
ting a percentage of the maximum lifespan for a given species. Morever, in order to
link fossil assemblage to attritional or catastrophic model, Klein & Cruz-Uribe [30]
proposed to test frequencies (D Kolmogorov- Smirnov) of each age group with those
of living species whose individual ages and type of death (natural or catastrophic)
are known. This was validated starting from a cohort of known age wapiti after the
volcanic eruption of the Mont St. Helens in 1980 [58]. Later on, Lyman, Byers & Hill
[60], used Spearman’s rank-order correlation coefficient to estimate the strength of
the relationship between the observed dataset and the expected mortality under the
model.

Many methods exist for constructing and comparing pleistocene mortality profiles
([reviewed in 39 and 61]). Greenfield [62-63] was the first to use triangular graph
also called ternary diagram to understand better the variation in the frequencies of
immatures, sub-adults, and adults in herd management for the Neolithic. As a result
of the work carried out by Vigne & Helmer [64], culling profiles are now commonly
represented by histograms in which the frequencies of each age class are proportional
to the area of each bin (see discussion in Brochier [65]).

For the Pleistocene assemblages, the ternary diagram was developed by Stiner [66].
Two major scenarios were related to a living/catastrophic age structure (the right-of-
center portion of the graph) and to an attritional mortality (the left-of-center portion).
The areas and limits of each have been reassessed, first by bootstrap resampling [67]
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Figure 1 – Step-by-step procedure (A to D) to estimate the age distribution from a hy-
pothetical P4/ of a fossil horse. Modified from Fernandez & Legendre [36, tabl. 5] and
Fernandez [39, fig. 1]
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and then by a likelihood approach that better takes into account when any of the
age classes have counts of zero [68]. So far, ternary diagram remains very popular in
Pleistocene zooarchaeological studies by allowing in a single graph, the comparison
of multiple inter- or intra-specific age structures and to relate them to attritional
and catastrophic mortality types. That’s why recently Discamps & Costamagno [69]
described four zones within the ternary diagram to interpret better the relative pro-
portions of 7 common species.

Studies by Nimmo [70] and Lyman [57] put in light long ago the difficulty of interpre-
ting specific human hunting strategies and natural mortality based on these two types
of theoretical patterns. For example the minimum sample size required for a reliable
detection of mortality patterns will depend on the life expectancy of the considered
taxon [57]. More generaly, taphonomic processes often involve natural differential pre-
servation of ageing elements that may lead to the misinterpretation of mortality curves
and their related patterns. The frequency of ageing elements should be seen in light
of their particular paleobiological contexts (open area, cave, den), their conditions
of preservation (desertic : [71], periglacial : [72], temperate : [73]), human behavior
(transport decision : [74-75], primary and secondary carnivores impact [76-77], as well
as species ethology [37, 78-79].

In short, in zooarchaeological Pleistocene studies, mammal mortality curves are al-
most always established from dental material : the aim is to estimate the sum of
individual ages to interpret them as an entire population. This raises the crucial issue
of the multiple vs. unique time-deposit that corresponds to a strong assumption when
interpreting the frequencies of dead animals. Considering the potential weakness of
attritional or catastrophic mortality patterns and the fact that some current ecological
models do allow taking into account multiple cohorts and/or single individuals over
time, we present in the following a new approach using life tables and Leslie matrices
to characterise stable age-structure of mammalian fossil populations.

3 Discussion : life tables and Leslie matrices

3.1 Presentation of life tables

Life tables were primarily introduced to biologists to determine the lifetime of insects
[80]. They are constructed from observations of age structure of animals sampled as
dead (dx) in paleobiological contexts or/and as alive (lx) in ecological field analyses.
This approach was popularized to estimate age-specific survival rates of current mam-
mal and bird populations by Deevey [81]. Two main models are employed according
the sampling and the nature of the population : age-specific or dynamic (horizontal
or longitudinal) ; static or time-specific (vertical or transversal).

The “dynamic” or “cohort” life tables consist in following all the individuals of a single
cohort in a population from birth to death. The method depends on the recapture
of marked individuals for mobile species and individuals should be monitored from
birth to death. This “horizontal/longitudinal” life table technique is not well suited
for the study of long-lived individuals and inappropriate with fossil samples. However
the “static” or “time-specific” life tables are established from individuals of all ages
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belonging to different cohorts. Then “vertical/transversal” life tables represent random
samples of individuals and their distribution should reflect the whole population.

In this study we will focus on the latter that has been fully or partly used in both
mammalian paleontological and archaeological contexts [1, 2, 5, 82-89, 36, 41, 43,
90-91].

Most importantly, time specific model allows taking into account multiple fossil de-
posits through time. However, the validity of the life table analysis requires some
strong assumptions to be fulfilled. For example, vertebrate population analyses have
involved a female-dominant model, such that only demographic parameters of females
are considered [92]. However it is widely accepted that male survival does not affect
the population growth rate of most natural mammalian populations. Consequently
the model can be used in a legitimate and appropriate manner assuming a balanced
sex-ratio at birth and measuring the fecundity rate as the number of daughters per
female as half the number of offspring produced alive at birth by a female of a given
age. A stationary age structure through time is required except for the time-specific
model, with constant survival and fecundity rates for the different cohorts [93-97].
It is also assumed that the age structure of the sample corresponds to a local popu-
lation in the absence of immigration and emigration, that is to say that migration
flows are random and did not modify the sample [98, 99]. We should keep in mind
that in current ecological studies these strict assumptions are unlikely to be met in
any population of wild mammals because opportunities to monitor entire cohorts for
long periods of time are unlikely [100-102]. Time-specific life table and indices are
explained below (see Table 1 for example) :

• (x) refers either to “age interval” or “age class” (in months, year or any time
interval). There is often confusion between them. Let’s retain that according
to Caswell [103] the former begins at 0 and the latter at 1.

• (dx) refers to the proportion of individuals of the whole cohort(s) dying between
age x and x+ 1. This is typically the MNI. It can be derived from the variable
(lx) series by :

dx = (lx − lx+1)

• (lx) refers to cumulated survivorship and corresponds to the fraction of a cohort
that survives to an age interval x. The first value can be expressed per 1, 100
or 1000 :

lx+1 = (lx − dx)

In standardized life table with regular pooled age-class intervals (see example in Table
2) where dx is not available the calculation by algebraic relation with (sx) defined
below in the text is simply :

lx+1 = sx ∗ lx

As we can see in Figure 2, when lx values are plotted on a logarithmic scale (y-axis)
with standardized lifespan (x-axis), the survival curves obtained have the remarkable
property of being similar for most mammal species despite the variation of their size
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or their longevity [98]. This is also true for survival rates of other animal groups,
which allows the identification of three main types of mortality. The comparison is
then possible to a specific or an interspecific level. Type I, characteristic of most
mammals, clearly shows that survivorship is relatively low in juveniles, becomes high
and stable during adult primes, and then finally declined with a half-bell shape at
old ages (senescent stage). Type II characterizes essentially small birds or raptors
and is characterized by a quite constant survival over the lifetime. Type III is mainly
associated with fish and marine vertebrates and shows survival rates that are low
during early ages and prime ages, and then high throughout the rest of the lifetime,
which generates an L-shape profile [93].

Figure 2 – Survivorship curves from stable populations (log lx) according to the zoological
group. Data are from Fernandez et al. [41] modified from Krebs [94] and Ricklefs [95].

• (qx) indicates the mortality rates during the interval x to x+ 1. It is the ratio
of dx and lx :

qx = [dx/(lx)] ∗ 100

• (sx) refers to age-specific survival rate. Proportion of individuals surviving
from age x to x+ 1 :

sx = [lx+1/lx] ∗ 100

• (ex) refers to life expectancy in each age class. Unlike the other columns, life
expectancy deals with the intermediate calculation of Tx (total years lived for
all individuals) and Lx (average individual number alive in age class) which are
purely intermediate step without real biological meaning. Thus life expectancy
is as follow :

ex = Tx/lx

where Tx =
∑
Lx and Lx = (lx + lx+1)/2
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• (kx) also designated as killing power or killing factor is another measure of
mortality between successive age class. By summing individual values (

∑
kx),

one obtains an additive index that indicates the “intensity” of mortality that
may be generated by one or different factors (g. predation), calculation is as
follows :

kx = | log10(dx+1)− log10(dx)|

• (mx) is the number of female offspring per female of age x (called fecundity
rate).

• (lxmx) is the contribution of a given age class to the population reproduction.
It is simply the product of lx and the mx

• (R0) is the net reproductive rate of the cohort. It corresponds to the mean
lifetime reproductive success in the population. When R0 < 1 the population
is declining, meaning that animals of the cohorts are not replacing themselves.
R0 > 1 indicates an increasing population, while R0 = 1 means a perfect stable
stationary population :

R0 =
∑

lxmx

• The way to transform survival frequencies related to successive irregular age
intervals and to distribute them into regular age class intervals is crucial and
remains largely underused in zooarchaeological studies (see Caughley [98] for
a full treatment of standardization). We present here how to pool age classes
in regular intervals and calculate age-specific survival rates (sx). Starting from
an original life table data of fossil H. refossa (Geula, Israel, [90]), we detailed
in the Table 2, a step-by-step example.
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Table 1 – Example of time-specific life table based on the collection of dead animals with the key
demographic parameters (see details for meaning and calculation in text).
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Table 2 – Example of original life table of Hystrix refossa (A) and standardization with regular age
classes intervals with calculation of survival rates. (Data from Monchot et al. [90].)
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3.2 Presentation of Leslie matrices

In paleobiological contexts, Leslie matrices have only been used or even mentioned
until recently in a very few works ([43], [90], [104-108]). However, they have become
a standard in population ecology ([103], [109]) due to their long-established use since
the works of Bernardelli [110], Lewis [111] and the most accomplished studies of age-
structured model of population growth by Leslie [112, 113]. Later on, Lefkovitch [114]
introduced developmental stages rather than ages and Usher [115] developed a size-
structured model. We present here the simplest matrix projection model also called
Lewis-Leslie :


m0 m1 m2 · · · m12

S0 0 0 · · · 0
0 S1 0 · · · 0
...

...
...

. . . 0
0 0 0 S11 0


A

∗


n0(t)
n1(t)
n2(t)
...

n12(t)


n(t)

=


n0(t+ 1)
n1(t+ 1)
n2(t+ 1)

...
n12(t+ 1)


n(t+ 1)

Matrix A is constructed with the same age-specific fecundity rates (m0, m1. . . ) as
in the life tables. The diagonal of the matrix contains age-specific survival rate (S 0,
S 1. . . ) corresponding to the values of sx in our life tables. The state vector n(t) is
derived from the (lx) as the fraction of the total number of individuals. The projection
of the matrix, with the state vector n(t) gives a new vector n(t+ 1), which is simply
the new number of individuals in each age interval at the next succeeding census of
the projection interval such as : An(t) = n(t+ 1)

In addition to the above, the model is based on three strong assumptions :

• age is a discrete variable where the first value is 0, is divided into age classes
numbered from 1 to n ;

• the time is regarded as a discrete variable. The time is denoted t, and the time
step projection is t+ 1 ;

• the time step projection is strictly equal to the duration of each age class
interval. This implies that from t to t+ 1 all surviving individuals move to the
next age class.

Let’s give an example of this theoretical model starting from the demographic para-
meters of E. achenheimensis recovered on the natural middle Pleistocene swallow-hole
of Romain-la-Roche (Doubs, France) [43]. Using the software PopTools developed by
Hood [116], we first entered data into a pre-breeding 1 Leslie matrix [102]. In the
Figure 3-A, the first line of our matrix contains the fecundity rates multiplied by
juvenile survival (i.e. S 0), and the survival rates from S 1 onward are entered on the
sub-diagonal in order to be multiplied by the state vector. The matrix returns the
dominant eigenvalue (λ) also known as the asymptotic growth rate (λ) and r, the
exponential or continuous growth rate, which is simply the natural logarithm of λ, in

1. This is the basic model used for mammals where cohorts are censuse just before they breed as opposed
to post-breeding model (see details in Caswell [103]).
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our example r = ln(0.9869) = −0.013 2. Decreasing populations are characterized by
negative values of r, corresponding to lambda values less than 1. Conversely, increasing
populations have positive r -values, and asymptotic growth rate greater than 1 (see
details in [94]). In our example, considering λ = 0.9869 and r = −0.013, the horse
population of Romain-la-Roche was likely going extinct (less than 2 individuals at
t297) (Figure 3-B). In our projections, if we divide the entire population distribution
(n) at time t+1 by the members of the preceding age-class, we obtain quotients that
converge to the dominant eigenvalue of the matrix, which is 0.9869. The lambda is
the ratio of the population size in one year relative to that in the preceding year [97].
In our example, population changes in number by a factor of λ = 0.9869 (98.69%)
from one year to the next. In other words, the entire population will decrease by more
than 1% per year (0.0131%). Works on different current populations of wild Equids
indicate that when they evolve in optimal conditions the λ is comprised between 1.21
and 1.26 [117-118 with λ = 1.21] ; [119 with λ = 1.26] ; [120-121 where λ = 1.22].
We should note that the early fluctuations of λ, the so-called transient dynamics, are
due to initial conditions of the demographic parameters of the age distribution. For
instance, in going from time t3 to t4, the projection of the cohorts is of 0.9884%. If we
look now to t19 including the following years, the lambda is stabilized to the dominant
eigenvalue of the matrix. The damping ratio 3 (ρ = λ1/|λ2|) describes how quickly
the transient dynamics is stabilized after perturbation around the asymptotic growth
rate regardless of population structure ; the larger the ρ (always more than 1), the
quicker the population converges [102]. Surprisingly, in our example ρ = 1.245 is not
very much larger than 1 suggesting that the stable size distribution is not reached
very quickly.

Demographic rates in paleobiological contexts are inferred from current species, then
it is of great interest to generate noise in the matrix or to explore different hypotheses
by changing values such as m0, m1, S 0, S 1. . . In other words, how much would
λ respond to a 10 or 20% change in survival or in fecundity rates ? Elasticity 4 or
sensitivity analyses answer this question since they have become a standard practice
in population dynamics [122-123]. Elasticity is a normalized dimensionless sensitivity
as a response to a proportional perturbation. We will focus here on the former, which
is easier to interpret because it is scaled to 1.

2. Then P=P0ert, where P0 is the initial population, r is the continuous growth rate, and t is time. In
our example :

P = P0(0.9869)t = P0ert
(0.9869)t = ert = (er)t
0.9869 = er

3. The calculation was made with R version 3.2.3 with package “popdemo”. Theoretical details of the
calculation of the damping ratio with the subdominant eigenvalue 2 go well beyond our paper (for details
see Caswell [103, p. 95]).

4. We will not delve into matrix formulations in detail here (see Caswell [103, Chapter 9]) and we will
only focus in this study on elasticity that can be formalized such as :

eij =
aij
λ

∂λ
∂aij

= ∂ log λ
∂ log aij

where eij is just the slope of log λ plotted against log aij.
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Figure 3 – Leslie matrix with survival from 1 year of age (values in diagonal) and fecundity
rates times juvenile survival (value in the first row) with the state vector (value on the
right) of Equus achenheimensis (A). Time-step projections of the population with the
geometric growth rate (B) and their graphical overview. (Data from Fernandez & Boulbes
[43], Table 3.)
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Figure 4 – (A) changing vital rates from the original Leslie matrix of Hystrix refossa ; (B)
perturbation analysis with elasticity Matrix ; (C) proportional effect of changes on survival
and fecundity rates (see explanation in text ; data from Monchot et al. [90])

Let’s take the matrix of the fossil porcupine H. refossa (Figure 4-A) from the natural
shelter of Geula cave (Mount Carmel, Israel) [124]. The dominant eigenvalue of the
matrix is λ = 1.0001 showing a perfect stability through the deposits of the different
cohorts of porcupines and suggesting a non-impacted population. Suppose that we
increase by 20% the first survival rate S0=0.525 being now 0.630, then new growth
rate is 1.0391 (increased by 3.9%). Let’s do the same with the original fecundity
rate m1 = 0.250 being now 0.300 corresponding to new λ = 1.0333 (increased by
3.3%). It appears that the population lambda is more sensitive to changes in the first
year survivorship than to changes of fecundity rate from the first reproduction. In
our example it is possible to display elasticity values in a new matrix to each of the
matrix entry (Figure 4-B). The results clearly show that a given change in young
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and adult survival would have a greater effect on λ than fecundity (Figure 4-C). This
perturbation analysis indicates that a 1% increase in the survivorship of the first age
class leads to increase the lambda by 0.21%, ten times more than the corresponding
fecundity that would lead to increase the λ by 0.02%. In our field, it is not trivial to
consider this approach because it gives trends on how λ evolves for different species.

To summarise, and as if we were in the cave counting the last individual, elasticity of
H. refossa indicates that the most critical vital rate to impact the age structure was
the survivorship of young and adults. This is also the case in modern populations of
large herbivores [125]. Elasticity analysises are consequently very powerful in wildlife
management to identify what demographic rates are the most inferential in the po-
pulation dynamics and the evolution of life histories (see for example r or K selection
theory : [126-127]).

4 Conclusion
Giving step-by-step examples we showed that estimating dental individual ages, and
then, establishing their distribution in appropriate age class intervals according to
prediction error of median age provide an efficient way to construct mortality curves.
We questioned the two dominant theoretical types of mortality, attritional vs catas-
trophic that are usually considered as key components to describe fossil age structures
in zooarchaeological literature. With minor exceptions, and whatever the methodo-
logical approach, all fossil age structures are submitted to taphonomic biases (s.l.
natural, anthropic or carnivore modifications) so that only a fraction of the original
paleontological or archaeological assemblage is recovered. Furthermore if the deposit
conditions (i.e. unique or multiple assemblage) are not known precisely, then U- and L-
shape mortality and especially intermediate patterns cannot accurately be associated
to specific human/carnivore food behaviour tactics. For example does it make sense to
interpret different fossil age structures mixed through time that are not consequently
related to one single population of predators ? We examined in detail how the use of
time specific model provided standard demographic parameters to assess mammalian
mortality.

The remarkable properties of life table components (see above lx, qx, sx, ex, kx, R0,
etc.) offer multiple possibilities to compare fossil age structures between species from
different zoological groups and contexts. Moreover, current mammal life tables whose
causes of death are known as well as demographic parameters may help control for
some biases in the fossil assemblages. Finally, on the basis of different case studies
we presented a simple Leslie matrix model that admit multiple cohorts and allow to
answer central issues such as is the sum of their different age structures reflect a sta-
tionary and stable population at a given time ? Which demographic parameters are
the most sensitive to the final state of the population ? This prerequisite is essential
in natural paleontological contexts (carnivore dens, pitfall/aven, etc.) as well as in
anthropic sites. We showed that Leslie matrices gave both the picture of the initial
fossil sample and the projection of the entire population according to original demo-
graphic parameters. This may seem counterintuitive in our field but this is the way



492 Life tables and Leslie matrices. . .

to characterize the state of a population and its viability in a population dynamics
context.

Finally, we showed that the model could provide suppleness by performing perturba-
tion analysis (e.g. sensitivity/elasticity) in order to identify in each age class which
demographic component (survivorship, fecundity) was potentially the most sensitive
to influence the population growth.

To conclude, the review of methodological different approaches in zooarchaeological
studies indicates that our community failed to normalize mortality patterns for Pleis-
tocene mammal species. It appeared that all paleobiological contexts are submitted
to multiple taphonomical biases including natural or animal modifications that af-
fect original samples size. With few exceptions with clear evidence of unique deposit
and contemporaneity of all individuals, assumption of different cohorts/individuals
through time should be made to interpret mammalian age structures. In this way
current ecological models such as life table and Leslie matrices are appropriate to
estimate crucial demographic parameters of fossil age structures.
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TaphonomieS

Des ossements d’éléphant dans une grotte ; de bison dans un dépôt lacustre ; des restes 
humains et des outils lithiques associés à des fossiles de lions ou d’hyènes… Éléphant 
cavernicole, bison aquatique, chasseurs ou chassés ? Ces exemples préhistoriques nous 
interpellent quant à leurs origines et aux associations qu’ils suscitent.

Comment ces accumulations du passé touchant un vaste éventail d’objets (faune, flore, 
productions humaines…) se sont-elles constituées et conservées au cours du temps, 
durant des centaines, des milliers, ou des millions d’années ? C’est dans cette perspective 
que se placent les études en taphonomie, largement pluri- et inter-disciplinaires, 
intégrant de multiples approches scientifiques. L’ouvrage décline ces approches 
dans le cadre temporel du Quaternaire (les trois derniers millions d’années environ), 
contemporain de l’apparition et de l’évolution de la lignée humaine et des grandes 
glaciations de l’hémisphère nord de la planète. 

Depuis la molécule et la cellule jusqu’aux organismes, parcellaires ou complets, la 
taphonomie – ou plutôt les « TaphonomieS » –, science plurielle, forme un nouveau 
champ d’analyses particulièrement fécond et fédérateur. Ce livre a pour objectif  à la 
fois d’en révéler la démarche et de présenter un certain nombre d’études conduites par 
des équipes françaises. Du passé au présent, et vice-versa, cette « nouvelle » discipline 
devrait et doit intéresser non seulement tous les chercheurs et étudiants travaillant 
sur des vestiges du passé selon des reconstitutions systémiques, mais aussi les acteurs 
actuels de nos sociétés « anthropocènes », productrices de nombreux déchets et vestiges 
qui nous survivront, on ne sait dans quelles conditions et états… ?

L’ouvrage concrétise les travaux du groupement de recherches « Taphonomie, En-
vironnement et Archéologie » (TaphEnA) du CNRS-INEE. Divisé en six parties, il 
regroupe vingt-sept chapitres rédigés par quarante-cinq auteurs de diverses spécialités 
des sciences de la Terre, de la vie, et des sciences humaines.

Avec les contributions de William E. Banks, Cedric Beauval, Pascal Bertran, Olivier Bignon-Lau, 
Christophe Bonnenfant, Jean-Guillaume Bordes, Laurent Bouby, Nicolas Boulbes, Jean-Philip 
Brugal, Dominique Castex, Julia Chrzavzez, Dries Cnuts, David Cochard, Patrice Courtaud, Jean-
Pierre Cuif, Camille Daujeard, Yannicke Dauphin, Claire Delhon, Alain Denis, Christiane Denys, 
Henri Duday, Philippe Fernandez, Jean-Baptiste Fourvel, Jean-Michel Gaillard, Jean-Bernard 
Huchet, Sacha Kacki, Vincent Lebreton, Pierre Magniez, Bruno Maureille, Pierre Massard, Anne 
Marie Moigne, Hervé Monchot, Paul Palmqvist, M. Patrocinio Espigares, Alain Person, William 
Rendu, Veerle Rots, Marie-Pierre Ruas, Géraldine Sachau-Carcel, Loïc Ségalen, Isabelle Thery-
Parisot, Vera Tiesler, Dominique Todisco, Aurore Val et Luc Vallin.
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