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Chimpanzees possess a large number of behavioral and cultural traits among
nonhuman species. The “disturbance hypothesis” predicts that human impact depletes
resources and disrupts social learning processes necessary for behavioral and
cultural transmission. We used a dataset of 144 chimpanzee communities, with
information on 31 behaviors, to show that chimpanzees inhabiting areas with high
human impact have a mean probability of occurrence reduced by 88%, across all
behaviors, compared to low-impact areas. This behavioral diversity loss was evident
irrespective of the grouping or categorization of behaviors. Therefore, human impact
may not only be associated with the loss of populations and genetic diversity, but
also affects how animals behave. Our results support the view that “culturally
significant units” should be integrated into wildlife conservation.

M
any animals show population-specific
behavioral variation, with chimpanzees
(Pan troglodytes) exhibiting exception-
ally high levels of behavioral diversity
(1, 2). This diversity has been documented

in a variety of contexts, including communica-
tion, thermoregulation, and extractive foraging
(table S1). Chimpanzees are also proficient tool
users, using sticks, leaves, and stones to access
honey, insects, meat, nuts, and algae (table S1).
Many of these behaviors are inferred to be so-

cially learned and therefore cultural (2), although
the influence of genetic and environmental var-
iation cannot always be ruled out (3). Culture in
chimpanzees is supported by the occurrence of
local traditions irrespective of resource or tool
abundance (1, 2) and by controlled experiments
demonstrating that naïve chimpanzees can so-
cially learn new behaviors (4, 5). Moreover, new
behaviors, or variants, are regularly discovered
when observing previously unstudied popula-
tions (5).

Cultural behaviors in great apes, notably
chimpanzees (1) and orang-utans (6), are main-
tained by cultural processes including innovation,
diffusion, and vertical and horizontal transmis-
sion (2, 7). These behaviors are vulnerable to
environmental disturbance, in that if crucial
conditions are modified, the overall rate of
opportunities for social transmission may be
reduced (7). This proposition, named the “dis-
turbance hypothesis,” predicts that under anthro-
pogenically disturbed conditions, behavioral
traditions in great apes may disappear not only
with the complete extinction of a population,
but also when the population remains, owing
to resource depletion or a breakdown in oppor-
tunities for social learning (7). Major elements
of human impact include habitat loss, degra-
dation, and fragmentation, which reduce pop-
ulation size, gregariousness, and long-distance
dispersal, weakening behavioral transmission (7).
In the current Anthropocene era, Earth’s bio-

sphere is beingheavily degradedby unsustainable
resource use and high rates of biodiversity loss
(8). This overexploitation is substantially affecting
chimpanzees and their habitat, namely African
tropical forests and savanna woodlands (9). All
four chimpanzee subspecies are severely threat-
ened by deforestation and poaching, caused by a
rapidly growing human population (8–10). These
factors have already led to major population de-
clines, fragmentation and regional extirpations
(10), and reduced genetic diversity (11).
The large behavioral diversity of chimpanzees,

coupled with rapid population decline, makes
investigation of the disturbance hypothesis
timely: To what extent are chimpanzee behav-
ioral and cultural diversity affected by habitat
fragmentation and population loss resulting from
human activities? To address this question, we
applied a range of noninvasive techniques to
collect a wide spectrum of environmental, social,
demographic, and behavioral information on
previously unstudied chimpanzee communities,
or communities not fully habituated to human
observers, at 46 locations (Fig. 1). The actual num-
ber of chimpanzee communities represented is
likely to be higher, as individuals frommore than
one community may have been observed at a
location. Therefore, we define a chimpanzee com-
munity as those individuals that occur at a
specific geographic location, with associated
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observations on behaviors. With few excep-
tions, we collected data over a minimum of one
annual cycle (observation period between 12 and
30 months at 37 locations; observation period
from 1 to 10 months at 9 locations) in a system-
atic grid design (grid size range: 9 to 143 km2).
We compiled presence and absence data on

31 known chimpanzee behaviors (table S1) from
these 46 chimpanzee communities and comple-
mented the dataset with additional information
about these same behaviors on another 106
chimpanzee communities from the published
literature. In total, 144 unique chimpanzee com-
munities comprised the full dataset (Fig. 1 and
data file S1). We recorded observations on these
behaviors by (i) extensive camera trapping;
(ii) fecal samples that provided evidence of
ingestion of insects, algae, and honey, resources
often exploited with the aid of tools; and (iii)
artifacts of tool use identified during recon-
naissance, line, and strip transect surveys. We
selected behaviors that were detectable through
indirect evidence (e.g., tools and artifacts) or
direct evidence from camera traps and that
exhibit variation across populations rather than
being universal traits of chimpanzees (1, 2, 12)
(table S1). Although we do not explicitly test for
cultural transmission, we infer that much of
chimpanzee behavioral diversity reflects cultural
diversity owing to an accumulation of observa-
tional and experimental evidence (1, 2, 4, 5, 13).
Moreover, many behaviors included here have
already been classified as cultural (1).
According to the disturbance hypothesis, po-

tential behavioral diversity loss is expected to
manifest across multiple chimpanzee gener-
ations, so human impact should be assessed
over long time periods. We used the “human
footprint,” a spatial composite layer integrating

human impact over time by combining infra-
structure, human population density, forest
cover, and remoteness, to provide a geograph-
ically explicit variable quantifying the overall
effect of humans on the environment with a
1-km-grid resolution (14). We used both Bayesian
regression (BR) and maximum likelihood (ML)
mixed models to test the hypothesis that var-
iation in human impact among chimpanzee
populations predicts variation in the number
of behaviors present (12). We controlled for
observation effort in number of months, spatial
autocorrelation, and chimpanzee subspecies
in the analyses (12) (tables S2 to S6 and figs.
S1 to S5).
We found that chimpanzee communities lo-

cated in areas with a high degree of human
impact exhibited an 88% lower mean proba-
bility of occurrence, across all behaviors, com-
pared to communities with the least human
impact observed {Fig. 2, estimate (mean of the
posterior distribution) = −0.40, CI (95% cred-
ible interval) = [−0.73, −0.10], P =0.009}. We
found this effect irrespective of the grouping of
behaviors, i.e., when behaviors were grouped into
broader categories such as foraging for ter-
mites or thermoregulation (table S1, estimate =
−0.30, CI = [−0.80, 0.139], P = 0.006), or when
considering non–tool use behaviors only (esti-
mate = −0.75, CI =[−1.77,0.03], P = 0.018), or
tool use behaviors only (estimate = −0.37, CI =
[−0.73, −0.01], P = 0.018; Fig. 2 and tables S1 to
S4). We assessed the reliability of our analyses
by testing various subsets of the data and by
removing a single behavior at a time, which
showed that no single behavior was responsi-
ble for our results (figs. S3 and S4 and table
S6). The control predictor “subspecies” showed
highly overlapping effects, indicating minimal

subspecies-specific effects. As expected, the
control variable observation months revealed a
strong positive effect for all models (figs. S1
and S2 and tables S2 to S5).
Several potential mechanismsmay explain the

observed pattern. First, areas with high human
impact generally have decreased chimpanzee
density and abundance (10). As has been shown
for humans (3, 15), population size can play a
major role inmaintaining cultural traits, although
this relationship is debated (16). A similar mech-
anism may occur in declining chimpanzee pop-
ulations (17). Second, chimpanzees may reduce
the frequency of conspicuous behaviors as hu-
man impact increases (7). Third, climate change
may play a role. For example, nut production is
strongly dependent on weather conditions and
a changing climate is causing greater interannual
variation in nut availability (18), stochastically
increasing the potential loss in nut cracking
behavior over time. Fourth, habitat degradation
and resource depletionmay lead to a lower carry-
ing capacity of individuals, thereby reducing
opportunities for social learning. This may
eventually lead to the disappearance of the
behavior. Most likely, a combination of these
mechanisms interacts with environmental stabil-
ity, demography, and population connectedness,
to create the overall loss of chimpanzee behav-
ioral diversity associated with human impact.
Some studies on chimpanzees living in human-

dominated landscapes suggest that a reduction in
behavioral diversity will eventually be partially
compensated for by new inventions (9).Moreover,
genetic and ecological variation are expected to
continue to be important drivers of behavioral
and cultural diversity (3). Chimpanzees do show
adaptations to modified environments (9), and
one may ask whether the processes of behavioral
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loss and innovation act on similar, or different,
time scales, and at which point they might
reach equilibrium (7).
We are currently witnessing a decline in great

ape populations at a rate of 2.5 to 6% per year
due to human impact (10, 19). Our results
suggest that chimpanzee populations are losing
their characteristic sets of behavioral traits and
that a number of as-yet undiscovered behaviors
may be lost without having ever been described.
Considerable effort is urgently needed to protect
these populations if we are to fully understand
the underlying mechanisms and drivers of their
cultural diversification. As such, our findings sup-
port the concept of “culturally significant units,”
whereby a more integrative approach to conser-
vation is needed that considers behavioral diver-
sity in addition to population size and trends for
wildlife management (20, 21). Given our limited
understanding of the potentially adaptive value

of local traditions, we advocate using the precau-
tionary principle of aiming for maximal protec-
tion of behavioral variation. We suggest that, for
chimpanzees, specific interventions are needed to
protect their natural resources and tool-use sites
in order to maintain behavioral plasticity and
safeguard their capacity for cultural evolution.
Therefore, we anticipate the necessity for a new
concept, “chimpanzee cultural heritage sites,”
withwhich the behavioral and cultural diversity
of this speciesmight be recognized and protected.
Such a concept could easily be extended to other
species exhibiting a high degree of cultural var-
iability, such as orang-utans (6) and whales (20).
This proposition is in accordance with the Con-
vention on Biological Diversity, as well as recent
recommendations by the Convention on the Con-
servation of Migratory Species of Wild Animals,
of the United Nations Environment Programme
(22), which calls for the protection of physiolog-

ical, genetic, and behavioral diversity of culturally
rich wildlife.

REFERENCES AND NOTES

1. A. Whiten et al., Nature 399, 682–685 (1999).
2. C. Boesch, Wild Cultures: A Comparison between Chimpanzee

and Human Cultures (Cambridge Univ. Press, 2012).
3. J. Henrich, C. Tennie, in Chimpanzees and Human Evolution

(Belknap, 2017), pp. 645–702.
4. A. Whiten, Philos. Trans. R. Soc. Lond. B Biol. Sci. 370,

20140359 (2015).
5. K. E. Bonnie, V. Horner, A. Whiten, F. B. M. de Waal, Proc. R.

Soc. London Ser. B 274, 367–372 (2007).
6. C. P. van Schaik et al., Science 299, 102–105 (2003).
7. C. P. van Schaik, Int. J. Primatol. 23, 527–538 (2002).
8. R. Dirzo et al., Science 345, 401–406 (2014).
9. K. J. Hockings et al., Trends Ecol. Evol. 30, 215–222

(2015).
10. H. S. Kühl et al., Am. J. Primatol. 79, e22681 (2017).
11. Y. Xue et al., Science 348, 242–245 (2015).
12. Materials and methods are available as supplementary materials.
13. C. Hobaiter, T. Poisot, K. Zuberbühler, W. Hoppitt, T. Gruber,

PLOS Biol. 12, e1001960 (2014).
14. Wildlife Conservation Society - WCS, Center for International

Earth Science Information Network - CIESIN - Columbia
University, Last of the Wild Project, Version 2, 2005 (LWP-2):
Global Human Footprint Dataset (Geographic) (2005);
http://dx.doi.org/10.7927/H4M61H5F.

15. A. Powell, S. Shennan, M. G. Thomas, Science 324, 1298–1301
(2009).

16. K. Aoki, Philos. Trans. R. Soc. Lond. B Biol. Sci. 373, 20170061
(2018).

17. J. Lind, P. Lindenfors, PLOS ONE 5, e9241 (2010).
18. H. S. Kühl, A. N’Guessan, J. Riedel, S. Metzger, T. Deschner,

PLOS ONE 7, e35610 (2012).
19. S. Strindberg et al., Sci. Adv. 4, r2964 (2018).
20. H. Whitehead, L. Rendell, R. W. Osborne, B. Würsig, Biol. Conserv.

120, 427–437 (2004).
21. S. J. Ryan, Conserv. Biol. 20, 1321–1324 (2006).
22. UNEP/CMS Scientific Council, “Report of the CMS Workshop

on Conservation Implications of Animal Culture and Social
Complexity” (Parma, Italy, 2018), p. 40.

ACKNOWLEDGMENTS

A complete list of acknowledgments can be found in the
supplementary text. Funding: Generous funding for the Pan
African Programme was provided by the Max Planck Society,
Max Planck Society Innovation Fund, Krekeler Foundation,
Robert Bosch Foundation, Chimbo Foundation and UCSD-SALK
Institute Center for Academic Research and Training in
Anthropogeny (CARTA). Authors contributions: H.S.K.,
C.B., M.A., and A.K.K. designed the study and oversaw data
collection; F.H., M.A., P.D., G.B., and A.K.K. compiled data
for this study; H.S.K., L.K., and A.K.K. analyzed the data; G.B.
and L.K. prepared figures; H.S.K., L.K., and A.K.K. wrote
the manuscript with input from all coauthors. A.A., S.A.,
E.A.A., E.B., D.B., M.Be., G.Br., H.C., C.C., E.D., P.D., O.D., V.E.E.,
H.E., R.F., Y.G., A.-C.Gr., J.H., D.H., V.H., I.I., S.J., J.J., P.K.,
A.K.K., M.K., Mo.K., I.K., J.L., B.L., K.L., V.Le., M.L., G.M., S.M.,
T.J.M., A.C.M., D.M., F.M., M.M., E.Ne., P.N., L.J.O., J.P., S.R.,
C.S., J.vS., E.V., A.W., E.G.W., J.W., and K.Y. collected data
in the field. C.B., M.B.M., R.C., C.C., T.D., D.D., A.D., A.Go.,
I.I., K.J.J., D.K., K.L., B.M., D.M., L.P., A.P., S.R., A.R., C.S.,
V.S., F.S., N.T., V.V., R.M.W., and K.Z. provided logistical
support and infrastructure for data collection. Competing
interests: The authors declare no competing interests.
Data and materials availability: All data and model script
are in the supplementary materials or otherwise publicly
available as per the main text.

SUPPLEMENTARY MATERIALS

www.sciencemag.org/content/363/6434/1453/suppl/DC1
Materials and Methods
Supplementary Text
Figs. S1 to S5
Tables S1 to S6
References (23–58)
Data Files S1 and S2

0

0.2

0.4

0.6

All behaviors

P
ro

ba
bi

lit
y 

of
 o

cc
ur

re
nc

e

0

0.1

0.2

0.3

0.4

Tool use behaviors

0

0.1

0.2

0.3

0.4

0.5

0 10 20 30 40 50

Behavioral categories

0

0.1

0.2

0.3

0 10 20 30 40 50

Non−tool use behaviors

Human Footprint

Fig. 2. The probability of occurrence of a behavior per chimpanzee community decreases
with human impact. Human impact negatively affects the probability of occurrence of behaviors
(top left), irrespective of grouping behaviors by category (bottom left), or by tool use and
non–tool use behaviors (top and bottom right, respectively). The probability of occurrence
across behaviors is depicted by 67, 87, and 97% credibility intervals (green areas) of the
mean predicted posterior distribution (dashed line), plotted excluding random effects and
for all subspecies combined. The area of the points corresponds to the respective number of
chimpanzee communities constituting that data point (range: 1 to 36 communities).

3

http://dx.doi.org/10.7927/H4M61H5F
http://www.sciencemag.org/content/363/6434/1453/suppl/DC1
http://science.sciencemag.org/



