
1

Vol.:(0123456789)

Scientific Reports |        (2021) 11:16375  | https://doi.org/10.1038/s41598-021-95706-z

www.nature.com/scientificreports

Livestock movement informs 
the risk of disease spread 
in traditional production systems 
in East Africa
Divine Ekwem1, Thomas A. Morrison1*, Richard Reeve1, Jessica Enright2, Joram Buza3, 
Gabriel Shirima3, James K. Mwajombe4, Tiziana Lembo1,5 & J. Grant C. Hopcraft1,5

In Africa, livestock are important to local and national economies, but their productivity is constrained 
by infectious diseases. Comprehensive information on livestock movements and contacts is required 
to devise appropriate disease control strategies; yet, understanding contact risk in systems where 
herds mix extensively, and where different pathogens can be transmitted at different spatial and 
temporal scales, remains a major challenge. We deployed Global Positioning System collars on 
cattle in 52 herds in a traditional agropastoral system in western Serengeti, Tanzania, to understand 
fine-scale movements and between-herd contacts, and to identify locations of greatest interaction 
between herds. We examined contact across spatiotemporal scales relevant to different disease 
transmission scenarios. Daily cattle movements increased with herd size and rainfall. Generally, 
contact between herds was greatest away from households, during periods with low rainfall and in 
locations close to dipping points. We demonstrate how movements and contacts affect the risk of 
disease spread. For example, transmission risk is relatively sensitive to the survival time of different 
pathogens in the environment, and less sensitive to transmission distance, at least over the range 
of the spatiotemporal definitions of contacts that we explored. We identify times and locations of 
greatest disease transmission potential and that could be targeted through tailored control strategies.

Livestock are central to the world economy and form the basis of livelihoods throughout rural Africa. The 
widespread incidence of economically devastating infectious diseases in this region, however, directly threatens 
livestock production, health and survival1,2. Recognition that livestock movement is an important driver of infec-
tious disease transmission and spread has stimulated research efforts to understand how and where livestock 
move in different settings3–5. In Africa, livestock movements are largely motivated by a need for animals to access 
resources (e.g. grazing and watering) to ensure their survival. Livestock often travel several kilometres each day 
to reach communal resource areas where extensive mixing of herds and contacts between animals occur, with 
considerable implications for pathogen transmission and subsequent disease spread to other areas6–9. Con-
tact patterns may also be influenced by livestock management practices, resource distribution7,10,11 and trade12. 
Measuring “contacts” is therefore crucial to elucidating disease dynamics and devising appropriate management 
approaches13. For a given pathogen with a particular mode of transmission, a key goal is to understand where and 
when, in a given landscape, hosts are most likely to come into contact and thus to propagate disease. Identify-
ing disease transmission flashpoints is important because these locations could allow for bespoke and targeted 
interventions to be applied14, which can be especially important in resource-limited settings.

Measuring contact in many African settings is challenging due to the highly unregulated and undocumented 
nature of movements8,10,15. In addition, livestock populations do not mix homogeneously because herd move-
ment is influenced by a range of factors including seasonality, herd size, availability of and proximity to resource 
areas, and household wealth10,11,16. Depending on the pathogen of interest, the definition of a contact relevant 
for disease transmission varies. For example, pathogens that are only infectious for a short period of time (e.g. a 
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few hours or a day) in the environment, particularly in tropical settings (e.g. foot-and-mouth disease (FMD) and 
peste des petits ruminants (PPR) viruses) require close contact for optimal transmission between herds17,18. They 
will therefore spread across a population very differently from pathogens that have prolonged environmental 
survival (e.g. Bacillus anthracis)19–21. Other pathogens require close contact at a fine-scale (e.g. with infectious 
materials), but can also transmit at longer distances (e.g. Coxiella burnetii)22. The latter is especially relevant for 
herd-to-herd transmission. Therefore, both complexities in the mode of transmission, and temporal and spatial 
components need to be taken into account when quantifying contact23.

Regardless of the definition of contact, contacts will be more likely in some areas and under some conditions 
than others. For example, in the dry season when surface water is only available at a few sites, we would expect 
livestock to aggregate near water holes, thus elevating contact risk9. Moreover, some areas may be dispropor-
tionately risky relative to the amount of time that individual animals spend in or near them. One approach to 
understanding this relative risk is to account for the set of locations that animals use within their landscape and 
to compare these locations to those where contacts actually occurred. This conditional approach is conceptually 
similar to the widely used resource selection functions applied in wildlife ecology that identify animal habitat 
preferences24, and it provides a generalisable way to predict contact risk across landscapes with different spatial 
arrangements of resources.

Traditional methods to understand livestock movements and measure contacts, such as questionnaires or 
focus groups discussions and livestock market purchase permits12,25,26, are labour-intensive and limited by obser-
vational errors and recall biases27. In particular, these methods do not capture fine-scale livestock movements 
such as between-herd interactions, which are vital for understanding the spread of diseases and predicting 
outbreak sizes. Global Positioning System (GPS) loggers, in contrast, provide detailed information on livestock 
movements at fine temporal and spatial scale which allow for the estimation of the timing and location of contacts 
between animals28,29. Despite the usefulness of these devices, their application to research on livestock movement 
in sub-Saharan Africa is limited. Studies of this type in Kenya and Cameroon revealed that cattle moved several 
kilometres each day and that herds come into contact relatively frequently, likely resulting in increased disease 
spread8,9. These studies focused on pastoralist systems, yet fine-scale patterns of movement and contact in the 
most dominant livestock management system in sub-Saharan Africa, agropastoralism30,31, is urgently needed to 
understand disease spread and to inform management strategies tailored to these and similar production systems.

In this study, we use low-cost GPS data loggers to characterise livestock movements around communal areas 
of aggregation in a typical agropastoral community in East Africa. First, we describe parameters of movements 
by exploring trajectories of mobility and herding characteristics at shared resource areas. Movement patterns 
include daily movements, areas where livestock spend long periods of time, the speed of movement at various 
times of the day, and shared routes within and between villages. Second, we categorise between-herd absolute 
contact rates across a range of spatiotemporal scales. More specifically, given heterogeneities in contact relevant 
to disease transmission, we explore how different spatiotemporal scales influence observed rates of contact. Third, 
we describe the relative probability of contact to explore risks of disease spread for different resource areas. Spe-
cifically, in order to understand the role such areas may play in driving disease dynamics we investigate how the 
probability of a contact varies depending on the temporal and spatial window used to define it. Finally, we use 
our data to identify hotspot locations based on varying spatiotemporal definitions of contact and assess the extent 
to which hotspots change given the contact category. Our approach provides novel insights into how pathogens 
with different spatiotemporal modes of transmission pose risks for livestock disease spread in endemic areas.

Methods
Study area.  The study was conducted in the Serengeti District, an area of ~ 11,000 km2 located in northern 
Tanzania near the boundary of the Serengeti Ecosystem (Fig. 1). The district is inhabited by multi-ethnic perma-
nent households who practise agropastoralism and keep livestock in enclosures at night. For the purpose of this 
paper, we define a permanent household with a livestock enclosure as a “boma”.

Deployment of GPS collars.  We deployed GPS loggers on 52 herds (one cow per herd) located through-
out the study area (Fig. 1 and Supplementary Fig. S1) between November 2017 and June 2019. Loggers recorded 
locations every 15 min.

Briefly, the selection of herds for collaring was based on villages’ locations relative to livestock resource areas, 
and farmers’ stated use of those areas, determined through a community-level mapping exercise from a previous 
study11. In each village using these resource areas, we deployed collars on two herds from different households 
(see Supplementary Methods for details of herd selection).

Data analyses.  We used the GPS data to: (a) describe basic parameters of cattle movements, including 
distance, speed and diel pattern, (b) measure the absolute number of contacts among collared cattle, (c) exam-
ine the relative contacts between collared cattle to assess the potential for disease transmission, and identify 
hotspot locations based on varying spatiotemporal definitions of contact. All analyses were performed in the R 
environment34.

Parameters of cattle movements.  Descriptive statistics were used to summarise metrics of herd movement. The 
step-length was defined as the trajectory between consecutive GPS fixes every 15 min. Speed was calculated 
for each step and averaged hourly. The daily distance travelled was the cumulative distance moved between 
fixes for each 24-h period. Maximum daily displacement was the distance between the farthest point and the 
animal’s boma. Generalised linear mixed models (GLMMs) were used to investigate the effects of cumulative 
rainfall in the previous month (i.e. monthly rainfall), herd size, and their interaction, on the total daily distance 
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travelled and the maximum daily displacement. Monthly rainfall data for the study area were extracted from 
the ‘CHIRPS’ rainfall product which blends satellite data of cloud density with ground station rain gauges to 
generate 0.05 × 0.05 degree grid cells35. Monthly rainfall was averaged across the bounding box of the study 
area. Rainfall in the month preceding each cattle location was included as a predictor in the analysis. Total daily 
distances travelled were log-transformed to improve normality. We included a random effect corresponding to 
the unique herd identifier and inferred significance based on whether 95% confidence intervals overlapped zero.

Measurement of absolute contacts between collared cattle..  We explored contact rate across spatial and temporal 
scales to understand how this might change the probability of transmission for different pathogens. The spatial 
scales ranged from 50, 100, 200, 500 and up to 1000 m between each pair of herds, and the temporal scale ranged 
from 1 h, 1 day (24 h) and up to 1 week (168 h). We estimated contact rates for each combination of spatial and 
temporal scale (n = 15 total), which ranged from fine (i.e. 50 m and 1 h) to coarse (i.e. 1000 m and 1 week) scales. 
Field validation suggested that a herd of 50 grazing cattle generally occupied an area of about 100 m in diameter, 
while herds of 100 cattle occupied an area of approximately 200 m in diameter (Ekwem, unpublish. data). Given 
that the size of the herds tracked in our study ranged from 30 to 500 cattle, we considered spatial scales of 50 to 
200 m as representing close contact (Supplementary Fig. S2).

At each scale, we measured pairwise contact rates (i.e. frequency of contacts per hour) for all possible combi-
nations of collars. Given that collars were not all deployed throughout the same period of time, we only measured 
contact rates over the time period when both collars within a given pair were active.

To investigate how herd contact rates varied as a function of the spatial proximity between each herd’s boma, 
we measured ‘distance between bomas’ as the straight-line distance between each pair of sampled bomas, a 
value that ranged between 1 and 59 km (Fig. 1). Our modelling approach involved understanding the relative 
effect sizes of spatiotemporal definitions and distances between boma on pairwise contact rates. We fit GLMMs 
using the glmmTMB package36 and assumed contact rates were beta-distributed. We fit three models, one for 
each temporal scale (i.e. 1 h, 1 day and 1 week). In each model we included the spatial component (a categori-
cal variable: 50 m, 100 m, 200 m, 500 m and 1000 m) and the pairwise distance between each herd’s boma (a 
continuous variable, measured in km) as explanatory variables, and treated the two IDs of each collar involved 
in a contact as a random intercept.

Expected contact rates.  To understand the expected contact rate for cattle and allow comparisons to similar 
livestock production systems in East Africa, contact rates were standardised based on the number of other col-
lared herds within a specified area. Standardised contact rates were calculated as the ratio of the sum of all 
pairwise contact rates of herds whose bomas were located within a given distance of one another to the total 
number of tracked herds in that area (including those that had no contacts). For example, herds from bomas 

Figure 1.   Map of the study area in northern Tanzania (left) showing cattle resource areas (grazing, watering 
and dipping points) that was determined from a previous study11, bomas and collared herds’ movement 
trajectories. The map was developed in quantum geographic information system (QGIS), version 3.16.832.The 
region’s climate has alternating wet and dry seasons that affect the distribution and availability of water and 
forage resources for livestock33.



4

Vol:.(1234567890)

Scientific Reports |        (2021) 11:16375  | https://doi.org/10.1038/s41598-021-95706-z

www.nature.com/scientificreports/

located within 5 km, 10 km and 15 km cover an area of 19.6, 78.5 and 176.7 km2, respectively. If there were 25 
contacts between herds whose bomas were within 5 km of each other and there were 8 herds tracked, the stand-
ardised expected contact rate would be 3.13 contacts per herd over the time period (i.e. 25/8). The probability of 
contacts between herds from bomas at distances > 15 km was extremely low (Fig. S5). This allowed us to estimate 
expected contact rate per cattle herd for every spatiotemporal definition of contact, given known population size 
of cattle in western Serengeti.

Relative contact probability between collared cattle.  In order to determine if contacts were associated with spe-
cific features in the landscape, for example water sources or dipping points, we modelled the probability of con-
tact across the movement trajectories of collared animals. For each observed pairwise contact (i.e. a “case” point), 
we randomly selected five additional “control” points from each of the individual trajectories involved in the 
contact. We considered control points to be locations where contacts had not occurred and these were selected 
without replacement from periods when both GPS loggers were active. This “case–control” design allowed for 
the analysis of relative contact probability using a generalized linear mixed effect model with a binomial error 
(case contact = 1 and control no-contact = 0). The approach is conceptually analogous to resource selection func-
tions, which are a class of models used to quantify habitat suitability in animal movement studies24. Predictor 
variables included monthly rainfall and herd size, as well as distance to grazing areas, water holes, livestock dips, 
salt licks and bomas. Values of herd size and distance to home boma were selected at random from one indi-
vidual within the pair for each contact. The IDs of each pair of individuals involved in a contact were included 
as random intercepts.

The analysis was performed for nine spatiotemporal combinations. The selected spatial and temporal scales 
represent a range, from fine- (i.e. contact for spatial component of 50 m and temporal component of 1 h) to 
coarse-scale (i.e. spatial component of 500 m and temporal component of 1 week) definitions of contact. Each 
model was built separately and model selection was performed with Akaike Information Criterion (AIC)37. 
Model comparison was performed using summs function in the jtools package in R38. Model predictions of 
relative contact probability were used to identify hotspots of disease transmission risk (i.e. locations where 
predicted contact probabilities are high). To illustrate this approach, we developed maps of relative probability 
for a single collared herd from western Serengeti, based on the top candidate model for each spatiotemporal 
definition of contact. This allowed us to examine the extent to which the identified hotspots changed given the 
spatiotemporal definitions of contact.

Ethics statement.  Overall permission to conduct this research, including the use of cattle for GPS-telem-
etry studies, was granted by the Tanzanian Commission for Science and Technology (permit numbers 2016-93-
NA-2016-87 and 2017-284-NA-2016-87). Permission for research in communities was obtained from relevant 
local and district authorities, including veterinary offices and village leadership. In addition, individual cattle 
owners were informed about the background and objectives of the research through a Participant Information 
Sheet developed for this purpose. Participation was voluntary and written and/or verbal informed consent was 
obtained before proceeding. Handling of cattle for collaring purposes was minimal and was undertaken by fully 
trained staff, including veterinarians and livestock officers, according to local veterinary rules and informed by 
the UK Animals (Scientific Procedures) Act 1986 (amended 2012). Cattle were restrained carefully, calmly and 
humanely to ensure the safety of handlers and animals. In all cases, owners were involved in restraining their 
cattle to ensure minimal distress to the animal. Collared cattle were monitored regularly to ensure that the collars 
caused no injury or discomfort.

Results
Data from 50 cattle herds were used in the analyses and consisted of 901,883 GPS fixes generated from November 
2017 to May 2019. Because of occasional malfunctions in devices (e.g. battery or technical failure of the GPS 
device), not all devices were active for the entire study period. Two collars were lost entirely and therefore data 
could not be retrieved. All livestock owners confirmed that the tracked cattle remained in the herd and that 
animals were herded together throughout the study period, suggesting that collaring one cow was generally 
sufficient to track the entire herd.

Parameters of cattle movements.  Cattle moved near and within communal resource areas, including 
those allocated to grazing, watering and dipping (Fig. 1). There was a considerable degree of spatial overlap 
between herds at or near these resource areas.

Speed, step length, timing and distance of cattle movements.  Although cattle moved as fast as 4.00 km/hour, the 
median speed was 0.09 km/hour (IQR: 0.04– 0.37 km/hour) (Fig. 2a). There was wide variation in the observed 
step lengths of movement at the 15-min fix interval across the diurnal cycle (Fig. 2b). Fifteen-minute median 
step lengths for all cattle ranged from < 10 m, when most individuals were resting at their bomas, to 147 m, 
when animals were actively travelling. Individuals were most active in daylight, between 5:00 to 20:00 h, with 
peak movements around 13:00 -14:00 h every day (Fig. 2b). Cattle were displaced from their bomas by a median 
distance of 1.94 km (IQR: 1.05 – 2.97 km) (Fig. 2c and Supplementary Fig. S3) but travelled for a median total 
daily distance of 7.72 km (IQR: 5.39-9.99 km; Fig. 2d and Supplementary Fig. S3).

Factors influencing distance travelled.  The daily distance travelled and the maximum distance displaced from 
the boma increased with log herd size, and marginally increased with monthly rainfall (Fig. 3). Specifically, the 
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total daily distance increased by an estimated 1.46 km (CI: 0.92–2.01 km) for each log-unit increase in herd size 
and by 0.26 km (CI: 0.19–0.32 km) for each unit increase in scaled monthly rainfall, with no interaction between 
herd size and rainfall (β = 0.02, CI: −0.05–0.07) (Fig. 3). Similarly, the maximum daily displacement increased 
by 0.79 km (CI: 0.36–1.22) for each log-unit increase in herd size and by 0.10 km for each scaled unit increase in 
rainfall, with a significant positive interaction between herd size and rainfall (β = 0.10, CI: 0.05–0.14).

Absolute pairwise contact rates among collared cattle.  Generally, contacts occurred at all times of 
the day but with the highest frequency around 10:00 −15:00 h, when cattle were most active, for all spatiotem-
poral definitions. The only exception was for the smallest spatial scale (50 m) when there were considerable high 
contacts in the early morning (4:00 am) (Supplementary Fig. S4).

Factors affecting absolute pairwise contact rates.  Overall, the time window of contact (temporal scale) had a 
larger effect on absolute contact rates than the spatial scale across the range of spatiotemporal values investigated 
(Fig. 4). Coarse spatiotemporal definitions of contact were generally associated with increased pairwise contact 
rates of collared cattle (Fig. 4). However, contact rates did not differ significantly at small spatiotemporal scales 
(e.g. within 1-h at 50–200  m proximity) (Fig.  4). Contacts decreased as the distance between cattle’s bomas 
increased (Fig. 4), up to a maximum distance of ~ 17 km, beyond which no contacts were observed (Supplemen-
tary Fig. S5).

Figure 2.   Speed, timing and distance of movements observed among collared cattle. (a) The speed cattle moved 
during the study period; (b) the median step length across the day (i.e. median distance moved every 15 min 
within the hour); (c) the total daily distance GPS collared cattle moved (i.e. the sum of the distance of all 15-min 
relocation intervals); and (d) the maximum daily distance cattle were displaced from their home bomas. Error 
bars denote standard error of the distribution.
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Expected contact rates.  The expected pairwise cattle contact rates depended on the spatiotemporal scale used in 
the definition of contacts (Supplementary Fig. S6). For example, after standardising for cattle herds from bomas 
located within 10 km of one another (i.e. an area of 78.5 km2), the expected contact rate was 0.015 h−1 when con-
tacts were defined as occurring within 200 m within an hour. Yet, the expected contact rate was nearly four times 
higher (0.059 h−1) when contacts were defined as occurring within 200 m within a day (Supplementary Fig. S6). 
Details of the expected contact rates for all spatiotemporal definitions are included in Supplementary Fig. S6.

Relative probability of contact.  We investigated landscape variables that changed the contact probability 
among collared cattle across nine spatiotemporal scales, using a separate model for each scale (Fig. 5). The direc-
tion and magnitude of effects were not consistent for all variables across models, suggesting that drivers of con-
tact depended on the spatiotemporal scale of contacts. Details of each model including variables that remained 
in the final model and summary outputs are included in Supplementary Tables S1-3 (c.f. Fig. 5).

The variable with largest effect across all models was distance to bomas, with higher probability of contact 
as cattle moved farther from their bomas. Large herds had lower contact probability than small herds, and the 
interaction term between herd size and distance to boma suggested relatively fewer contacts in large herds as 
cattle move farther from bomas. Generally, rainfall was an important predictor of relative contact probability, 
with fewer contacts during wetter periods, though the effect of rainfall decreased with larger spatiotemporal 
scales of contact (Fig. 5).

Distance to dipping was the only resource variable with a consistent effect across all models, where higher 
contact probability occurred in proximity to livestock dips (Fig. 5). For distances to watering and grazing, the 
direction of effects depended on the spatiotemporal scale of contacts. At small spatiotemporal scales, the contact 
probability was higher closer to watering points, while the opposite was the case for large spatiotemporal scales. 
However, the interaction between rainfall and distance to watering points was negative, suggesting that as rainfall 
increased distance to watering became a less important driver of contact probability. In the majority of models, 
relative contact probability was higher closer to grazing areas. For one spatiotemporal scale of contact (within 
500 m in an hour) relative contact probability increased as cattle moved away from grazing areas. Generally, the 

Figure 3.   Herd size (log-transformed) and cumulative rainfall in the previous month (scaled and centered) 
increase the daily movement distance and displacement of cattle. Lines represented predicted effects from the 
GLMMs. Shaded areas are the 95% confidence intervals.



7

Vol.:(0123456789)

Scientific Reports |        (2021) 11:16375  | https://doi.org/10.1038/s41598-021-95706-z

www.nature.com/scientificreports/

interaction between rainfall and distance to grazing areas was positive, suggesting that away from grazing areas 
contacts were more likely when rainfall was high (Fig. 5).

Model coefficients were used to generate predictions of relative contact risk across the study area. In Fig. 6, 
we use a single focal animal to illustrate how these predictions provide spatially-explicit information on relative 
contact probability, given the distribution of resources and the spatiotemporal definition of contact. For instance, 
contact risk increases away from bomas and near to cattle dips across most spatiotemporal scales of contact, yet 
resource areas also generate complex spatial patterns in relative risk because of clustering in the distribution 
of resources (Fig. 6b). Further, these predictive maps show how the relative probability of contact increases at 
large spatiotemporal scales of contact, and how areas have different relative contact risks at each scale (Fig. 6b).

Discussion
Understanding the spatial patterns and drivers of animal movement is a crucial first step to controlling disease 
spread4. Our study provides novel information about where, how and when cattle move in a region beset by 
endemic pathogens2,39,40. Because contacts occur heterogeneously through time and space, interventions target-
ing areas and times of high contact risk could effectively break the chain of transmission across wide areas. We 
found that cattle herds had the highest probability of contact at dipping sites, far from their bomas, in small herds 
and during periods of low rainfall, indicating that transmission of all pathogens may be particularly elevated 
under these conditions (Figs. 5, 6). Nonetheless, cattle spent most of their time in other areas (i.e. near bomas 
or in grazing areas) where the direction and magnitude of effect of spatiotemporal scale on contact rates varies. 
This suggests that interventions for different pathogens in these systems will likely require a consideration of 
scale of transmission and be tailored to particular pathogens. Overall, our study provides a framework for risk-
based livestock disease control approaches for the most dominant management systems in sub-Saharan Africa.

Daily movement patterns of cattle in pastoral and agropastoral settings in sub-Saharan Africa largely reflect 
the distribution of shared resources, which determines the distance animals move each day and the probability 
of contacting each other. Our results are similar to those reported in other regions of Africa, suggesting broadly 
comparable patterns of daily displacement. For instance, cattle in our agropastoral study area travel to grazing, 
watering and dipping locations that are ~ 4 km from their bomas and primarily during daylight hours (Fig. 2). 
Similarly, in Kenya, cattle in the pastoral Mara and Ol Pajeta regions move less than 6 km from their bomas 
and movements peak around 12:00–14:00 h each day9,41. Despite the predominance of short-distance daily 
movements, we observed occasional long-distance movements (i.e. up to 12 km), particularly by larger herds. 

Figure 4.   The relative effect size of temporal and spatial definitions of contact, and distances between bomas, 
on the pairwise contact rate (hr−1). Symbols denote estimated coefficients (± 95% CI) from three separate 
models. The effect size of spatial scale coefficients are relative to the reference level of 50 m in all models.
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Transhumant cattle in Cameroon also moved up to 23 km/day for short periods, while relocating to seasonal 
grazing areas on the edge of the Sahel, though in most observations (86%) they moved less than 5 km/day8. 
Although we observed no contacts among cattle from bomas > 17 km apart (Supplementary Fig. S5), regardless 
of how contact was defined, infrequent long-distance movements by large herds may provide a conduit for disease 
transmission between villages42. Indeed, larger herds actually had a lower relative probability of contact across 
spatiotemporal scales (Fig. 5), which may reflect the fact that large herds were more likely to move to areas away 
from other collared cattle, either because they were moving outside the study area, or because they had exclusive 
use of particular areas, whereas smaller herds that were mostly moved around bomas mixed more frequently. 
While interventions (e.g. vaccination or quarantine) targeting small herds would address local disease events, 
particularly within villages, halting larger-scale transmission requires an understanding of livestock pathways 
enabling inter-village connectivity and strategies tailored to herds driving these processes.

A key difference between the movement of cattle in agropastoral and pastoral systems lies in the seasonal 
variation of daily movement. In our study, agropastoralists move their herds farther in the wet compared to the 
dry season, while the opposite has been reported for pastoralists8,9,41. During the wet season, agropastoralists 
cultivate crops near their homesteads, which increases competition for space and displaces cattle to reserved 
grazing areas far from cultivated land11. During the dry season, particularly in the early period, cattle graze har-
vested fields around the homestead and tend to move short distances each day. In our study, although individual 
herds travelled more (marginally) in the wet compared to the dry season, there were more contacts following 
low rainfall periods when resources were typically scarce (Fig. 5). Similarly, a previous study has shown that 
more villages were connected at shared resource areas during dry spells, which resulted in higher contacts11. 
This suggests a higher disease risk in the dry compared to wet seasons in agropastoral management systems.

Translating movements into contact between individuals is challenging because the definition of a “contact” 
depends on the distance at which pathogens can travel in space, and the time period that pathogens survive, or 
mature to an infectious state, in the environment. Most studies that attempt to measure contact, however, focus 

Figure 5.   Factors affecting the relative probability of contact in cattle change in their effect sizes across a range 
of spatiotemporal scales. Variables tested in each model are indicated on the Y-axis, with symbols denoting the 
mean effect size (lines denote 95% C.I.) of variables retained in the top candidate model at each spatiotemporal 
scale of contact.
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only on a single scale. Here, we show that pairwise contact rates between cattle herds generally increase with 
broader spatiotemporal definitions of contact. Yet, there was no difference at spatial scales between 50 m, 100 m 
and 200 m for a temporal scale of one hour, suggesting these scales are functionally equivalent definitions of 
contact. Thus, we define “close contact” as proximity of livestock herds within 200 m in any given hour, which 
would be applicable to multiple disease systems and vital for understanding infectious disease spread in tradi-
tionally managed herds. However, given that herds tracked in our study ranged in size from 30 to 500 cattle, for 
households with herds of < 30 cattle, a meaningful spatial scale of close contact would likely be less than 200 m. 
Furthermore, the relative effect of temporal scale on the contact rate was not the same at all spatial scales (Fig. 4). 
For instance, there was a large difference in the number of contacts between 1 h, 1 day and 1 week at all spatial 
scales greater than 200 m. Thus, the temporal window that defines a contact has a greater influence on contact 
frequency than the spatial component, at least across the range of values in our study. Again, this is an important 
consideration when designing interventions to break transmission for specific pathogens.

Understanding how contact varies as a function of spatial and temporal scales enables us to hypothesise how 
transmission risk may vary as a function of a pathogen’s mode of transmission and its stability in the environ-
ment. For example, a coarse-scale definition of contact is relevant for understanding the transmission risk of 
pathogens that are stable in the environment. In contrast, a fine-scale definition applies to pathogens that, for 
optimal transmission, require hosts to be relatively close to each other in both space and time. Pathogens with 
multiple transmission modes, which is the most likely situation, might have risks associated with both coarse 
and fine-scale contacts.

Estimating the expected total number of contacts between livestock in an area illustrates the potential for 
disease transmission through a region. For example, consider an area with a 10 km radius (i.e. 314 km2)—in 
our study area this would contain about 4 villages, each having about 250 livestock-keeping households. For 
short-lived pathogens requiring close contact for transmission, a meaningful contact could be defined as being 
within 200 m within the same hour. Using the parameters from our results, the contact rate between collared 
cattle was observed to be 0.015 h−1 (Supplementary Fig. S6), suggesting that across all animals in the area, given 
the density of cattle herds, we would expect at least 1 contact every 4.76 h. However, for pathogens that spread 
by airborne transmission, a meaningful contact could be defined as being within 500 m within the same hour. 
In this case, using our observed contact rate of 0.059 h−1 between collared cattle (Supplementary Fig. S6), we 
estimate a contact occurring every 40 min across all cattle in the area. This illustration provides a unique per-
spective about the relative speed at which different pathogens could spread through an area. The next question 

Figure 6.   Predicted contact risk for a focal cattle across an agropastoral community in northern Tanzania. (a) 
GPS trajectories of focal cattle and neighboring cattle (n = 11) in relation to communal resource areas (grazing, 
watering and dipping points). (b) Relative contact risk within the same landscape is based on model predictions 
for a single cow originating from its home boma (black triangle) for three spatial (50 m, 200 m and 500 m) 
and three temporal (1 h, 1 day, 1 week) scales of contact (c.f. Fig. 5). Extent of the mapped area is limited to the 
prediction range of the focal cattle, within 10 km buffer to display risk around nearby resource areas. The high 
risk near waterholes and dipping areas is based on the predicted values from the population-level model, so 
may not have been visited by the focal cattle during the study period. Resource areas are mapped if they were 
retained in the top candidate model. Monthly rainfall was set to median value for all predictions. Log-herd size 
was set to the value of the focal cattle herd (103 individuals, untransformed), representing a relatively large herd 
for this dataset.
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is, given the movement patterns of livestock, where do these contacts occur and are there specific areas in the 
landscape that could be targeted?

Identifying where in a given landscape inter-herd contacts are most likely to occur is challenging in observa-
tional studies as inferences will be strongly affected by sampling design (i.e. which individuals have GPS collars 
and how many collars are deployed). We overcome this issue by estimating a relative contact probability that 
accounts for both the locations where contacts occur and where they could have occurred. This conditional 
approach shows that locations with high contact probability tend to expand as the spatiotemporal scale of contact 
increases, but this pattern is not consistent across all resources (Fig. 5). For instance, contact probability was high 
when herds were close to shared resources such as pasture and water, but the effect of distance to water on the 
probability of contact switched from negative to positive as the temporal and spatial scale increased from fine 
to coarse resolution (Fig. 5). This suggests that distance to water may pose different levels of risk depending on 
the pathogen’s mode (e.g. direct versus indirect) transmission.

Identifying areas of high congregation and potential contact offers opportunities for preventative interven-
tions, especially in settings where large-scale disease mitigation efforts, for instance mass livestock vaccination, 
are limited, such as our study context. Sharing of communal resources is considered a major driver of infectious 
disease transmission in traditionally managed livestock husbandry systems42–44. In our study, areas of increased 
contact included dips and water points. Livestock tend to congregate infrequently at dips, twice a month in most 
cases11. However, these gatherings are exceptionally large and intense because the dipping schedule is restricted 
to a few events per month. This results in a significantly higher probability of contacts across all spatiotemporal 
scales and suggests that these areas pose very large relative transmission risks for most types of pathogens. An 
initial approach to reduce high livestock congregations may be to keep dips open for more days per month and 
to introduce a strict rota system by household. The risk of transmission around waterholes is offset by precipita-
tion; under high rainfall conditions when access to water is unrestricted, there are few contacts between herds 
and transmission risk is reduced. Repeated contacts for short periods of time also occurred at watering points 
(i.e. for minutes to an hour, once per day generally between 13:00 and 15:00 h), which would favour pathogens 
with short survival times and close-contact transmission. Fewer encounters around watering points for long 
contact duration suggest lower risks for pathogens (such as B. anthracis) with prolonged environmental survival, 
especially when precipitation levels are high. In contrast, herders access multiple grazing areas each day and tend 
to avoid other herds to minimise mixing and theft11. Therefore, sharing pasture results in more herds but fewer 
close-encounter contacts. Sharing grazing areas at distinct nonoverlapping times would thus favour the transmis-
sion of pathogens with long survival in the environment or that can be transmitted from afar. Thus, for volatile 
pathogens, transmission risks are likely higher around shared dips or watering points. Reducing opportunities 
for contacts at these locations would lower exposure risks and the number of herd infections Although contact 
patterns can be used to infer transmission and infection risks9,23, disease spread is influenced by complex interac-
tions between biological and ecological factors relevant to each pathogen, only some of which are outlined here. 
For example, for diseases that require an arthropod vector (e,g, African trypanosomiasis transmitted by tsetse 
flies) or an intermediate host (e.g. echinococcosis or other parasitic diseases requiring complex transmission 
cycles involving intermediate and definitive hosts), pathogen transmission can occur independently of direct 
contact amongst individuals of the species of primary concern. Similarly, water- or food-borne infections do not 
require close contact for transmission. Environmental and climatic drivers, such as exceptionally high and low 
rainfall or soil characteristics, critically influence the ecology of pathogens with an environmental phase, e.g. B. 
anthracis. Fomites also contribute to within and between herd transmission of FMD and occasionally, wind-borne 
particles of FMD virus can facilitate the spread of the disease over long distances. Consequently, our findings 
should be interpreted with caution in the knowledge that contacts were defined broadly, and further sources of 
heterogeneity are likely. In addition, our study focused on inter-herd contacts, but intra-herd dynamics may play 
an important role in the speed of disease spread. Furthermore, the mobility of infected animals may be impacted 
in ways that change contact risks, but this heterogeneity was not captured in our dataset. Ultimately, there is a 
need for further studies that integrates infection and transmission surveillance with herd mobility information 
to establish the extent to which contact risk predicts infection of different pathogens.

A fruitful area for future research would be to compare contact rates across a broad spectrum of production 
systems, for example from pastoral to peri-urban smallholder systems. The transition of many communities 
towards urbanization could change the patterns of contact, particularly because peri-urban livestock owners 
have alternate sources of income and often more wealth than rural subsistence farmers. Furthermore, many 
sub-Saharan governments are encouraging the expansion of mechanised agriculture and agro-industry (high 
production dairies, supplemental feeding with hay and silage, and large abattoirs to supply the export market). 
These cultivated sites will overlap with traditional livestock keeping areas and could dramatically change livestock 
movements and disease dynamics, which will require tailored mitigation strategies. Another important area for 
future work would be to test how the spatial pattern and availability of critical resources could reduce mixing and 
disease spread while improving herd management. For instance, a simulation experiment in which the number 
of contacts is estimated based on the fine scale movements of multiple herds in silico would allow researchers 
to explore the effects of adding, removing or changing the availability of resources such as dips, water holes or 
additional pasture at different locations in the landscape.

Finally, linking data on fine-scale movements of livestock with epidemiological data generated in near real 
time during outbreak investigations would help validate our models. It would also provide valuable information 
on locations and times that might drive transmission risks and that could therefore be targeted through tailored 
interventions. Specifically, for infectious diseases that transmit over limited distances and require close/direct 
contact with infectious animals or materials (e.g. FMD), combining livestock movement data and epidemio-
logical modelling of outbreak information would enable us to identify central transmission nodes (e.g. shared 
dips and watering locations) and times of highest congregation (e.g. periods of low rainfall), and to evaluate 
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mitigation scenarios through movement restrictions or vaccination at these key points. In areas where large-scale 
vaccination programmes are impractical, this information could shape the development of locally-acceptable 
interventions (e.g. use of acaricide hand spray and watering livestock using water troughs) that could reduce 
transmission at these locations and times, hence help to flatten the epidemic curve. This type of approach would 
also be valuable for informing and prioritising resources for vaccination. For example, previous work on FMD in 
these settings 2 suggests that dominant viral serotypes move slowly, one at a time, in waves across the landscape, 
and that this pattern may be consistent across East Africa. Spatial models of disease spread informed by timely 
detection of outbreaks at the serotypic level would enable us to target vaccination ahead of the wave of infection 
using monovalent vaccines which are more widely available than polyvalent formulations.

Conclusion
The widespread movements and herd contacts we report here reflect potentially high disease transmission risks 
among traditionally managed livestock in East Africa because of their reliance on shared resource areas. The 
standardising and scaling up of contact rates have allowed us to estimate expected contact rates between herds in 
field settings, which could be generalised to other similar areas across the region. The classification of between-
herd contacts across a range of temporal and spatial scales has improved our understanding of the specific risk 
associated with different pathogen modes of transmission. This information, combined with locations where 
herds interact the most, provide valuable insights for devising targeted control strategies for different pathogens. 
Our findings are broadly generalisable and demonstrate the need for disease-specific interventions for livestock 
raised in traditionally managed systems.

Received: 2 March 2021; Accepted: 1 July 2021

References
	 1.	 Onono, J. O., Wieland, B. & Rushton, J. Constraints to cattle production in a semiarid pastoral system in Kenya. Trop. Anim. Health 

Prod. 45, 1415–1422 (2013).
	 2.	 Casey-Bryars, M. et al. Waves of endemic foot-and-mouth disease in eastern Africa suggest feasibility of proactive vaccination 

approaches. Nat. Ecol. Evol. 2, 1449–1457 (2018).
	 3.	 Bronsvoort, B. M. D. C., Nfon, C. & Hamman, S. M. Risk factors for herdsman-reported foot-and-mouth disease in the Adamawa 

Province of Cameroon. Prev. Vet. Med. 66, 127–139 (2004).
	 4.	 Fèvre, E. M., Bronsvoort, B. M. D. C., Hamilton, K. A. & Cleaveland, S. Animal movements and the spread of infectious diseases. 

Trends Microbiol. 14, 125–131 (2006).
	 5.	 Kiss, I. Z., Green, D. M. & Kao, R. R. The network of sheep movements within Great Britain: Network properties and their implica-

tions for infectious disease spread. J. R. Soc. Interface 3, 669–677 (2006).
	 6.	 Keeling, M. A. The implications of network structure for epidemic dynamics. Theor. Popul. Biol. 67, 1–8 (2005).
	 7.	 Ogola, J. et al. The topology of between-herd cattle contacts in a mixed farming production system in western Kenya. Prev. Vet. 

Med. 158, 43–50 (2018).
	 8.	 Motta, P. et al. Cattle transhumance and agropastoral nomadic herding practices in Central Cameroon. BMC Vet. Res. 14, 1–12 

(2018).
	 9.	 VanderWaal, K., Okanga, S., Allan, B. F., Gilbertson, M. & Craft, M. Seasonality and pathogen transmission in pastoral cattle 

contact networks. R. Soc. Open Sci. 4, 170808 (2017).
	10.	 Tamou, C., De Boer, I. J. M., Ripoll-Bosch, R. & Oosting, S. J. Traditional ecological knowledge underlying herding decisions of 

pastoralists. Animal 12, 831–843 (2018).
	11.	 Ekwem, D. Livestock movements as determinants of foot-and-mouth disease virus circulation in livestock populations in northern 

Tanzania. (PhD Thesis, University of Glasgow, 2020).
	12.	 Motta, P. et al. Implications of the cattle trade network in Cameroon for regional disease prevention and control. Sci. Rep. 7, 1–13 

(2017).
	13.	 Lloyd-Smith, J. O., Schreiber, S. J., Kopp, P. E. & Getz, W. M. Superspreading and the effect of individual variation on disease 

emergence. Nature 438, 355–359 (2005).
	14.	 Ostfeld, R., Glass, G. & Keesing, F. Spatial epidemiology: an emerging (or re-emerging) discipline. Trends Ecol. Evol. 20, 328–336 

(2005).
	15.	 Wario, H. T., Roba, H. G. & Kaufmann, B. Shaping the herders’ “mental maps”: participatory mapping with pastoralists’ to under-

stand their grazing area differentiation and characterization. Environ. Manage. 56, 721–737 (2015).
	16.	 Floyd, J. R. et al. Exploring fine-scale human and livestock movement in western Kenya. One Heal. 7, 1–8 (2019).
	17.	 Pirtle, E. C. & Beran, G. W. Virus survival in the environment. Rev. Sci. Tech. del l’office Int. des Epizoot. 10, 733–748 (1991).
	18.	 European Food Safety Authority. Scientific Opinion on peste des petits ruminants. EFSA J. 13, 1–94 (2015).
	19.	 World Health Organisation. Anthrax in humans and animals. (WHO, 2008).
	20.	 Hugh-Jones, M. & Blackburn, J. The ecology of Bacillus anthracis. Mol. Aspects Med. 30, 356–367 (2009).
	21.	 Blackburn, J. K., McNyset, K. M., Curtis, A. & Hugh-Jones, M. E. Modeling the geographic distribution of Bacillus anthracis, the 

causative agent of anthrax disease, for the contiguous United States using predictive ecological niche modeling. Am. J. Trop. Med. 
Hyg. 77, 1103–1110 (2007).

	22.	 Roest, H. I. J. et al. The Q fever epidemic in The Netherlands: history, onset, response and reflection. Epidemiol. Infect. 139, 1–12 
(2011).

	23.	 Gilbertson, M. L. J., White, L. A. & Craft, M. E. Trade-offs with telemetry-derived contact networks for infectious disease studies 
in wildlife. Methods Ecol. Evol. 12, 76–87 (2021).

	24.	 Manly, B. J., McDonald, L. L., Thomas, D. L., McDonald, T. L. & Erickson, W. P. Resource Selection by Animals. in The Canadian 
Field-Naturalist 221 (Kluwer Academic Publishers, 2002).

	25.	 Jahel, C. et al. Mapping livestock movements in Sahelian Africa. Sci. Rep. 10, 1–12 (2020).
	26.	 Nicolas, G. et al. Predictive gravity models of livestock mobility in Mauritania: The effects of supply, demand and cultural factors. 

PLoS ONE 13, 1–21 (2018).
	27.	 Cooke, S. J. et al. Biotelemetry: A mechanistic approach to ecology. Trends Ecol. Evol. 19, 334–343 (2004).
	28.	 Wall, J., Douglas-Hamilton, I. & Vollrath, F. Elephants avoid costly mountaineering. Curr. Biol. 16, 527–529 (2006).
	29.	 Parsons, M. B. et al. Global positioning system data-loggers: A tool to quantify fine-scale movement of Domestic animals to evalu-

ate potential for zoonotic transmission to an endangered wildlife population. PLoS ONE 9, 1–7 (2014).



12

Vol:.(1234567890)

Scientific Reports |        (2021) 11:16375  | https://doi.org/10.1038/s41598-021-95706-z

www.nature.com/scientificreports/

	30.	 Food and Agriculture Organisation. Agro-ecological zones, farming systems and land pressure in Africa and Asia. (1999).
	31.	 Otte, M. & Chilonda, P. Cattle and small ruminant production systems in sub-Saharan Africa 1–105 (Food and Agriculture Organi-

zation Livestock Information and Policy Branch, 2002).
	32.	 QGIS Development Team. Quantum Geographic Information System. Open Source Geospatial Foundation Project. https://​qgis.​

org/​en/​site/​forus​ers/​downl​oad.​html. 3.16, (2020).
	33.	 Butt, B., Shortridge, A. & WinklerPrins, A. M. G. Pastoral herd management, drought coping strategies, and cattle mobility in 

Southern Kenya. Ann. Assoc. Am. Geogr. 99, 309–334 (2009).
	34.	 R Core Team. R: A language and environment for statistical computing. R Foundation for Statistical Computing, Vienna, Austria. 

## URL https://​www.R-​proje​ct.​org/. (2020).
	35.	 Funk, C. et al. The climate hazards infrared precipitation with stations—a new environmental record for monitoring extremes. 

Sci. Data 2, 1–21 (2015).
	36.	 Brooks, M. E. et al. glmmTMB balances speed and flexibility among packages for zero-inflated generalized linear mixed modeling. 

R J. 9, 378–400 (2017).
	37.	 Akaike, H. Information theory as an extension of the maximum likelihood principle. in Second International Symposium on 

Information Theory (eds. Petrov, B. N. & Csaki, F.) 267–281 (Akademiai Kiado, 1973).
	38.	 Long, J. Jtools: analysis and presentation of social scientific data. R package version 2.0.1. (2019).
	39.	 Herzog, C. M. et al. Pastoral production is associated with increased peste des petits ruminants seroprevalence in northern Tanzania 

across sheep, goats and cattle. Epidemiol. Infect. 147, 242 (2019).
	40.	 Knobel, D. L. et al. Coxiella burnetii in humans, domestic ruminants, and ticks in rural western Kenya. Am. J. Trop. Med. Hyg. 88, 

513–518 (2013).
	41.	 Butt, B. Seasonal space-time dynamics of cattle behavior and mobility among Maasai pastoralists in semi-arid Kenya. J. Arid 

Environ. 74, 403–413 (2010).
	42.	 Dejene, S. W. et al. Risk factors for bovine tuberculosis (bTB) in cattle in Ethiopia. PLoS ONE 11, 1–16 (2016).
	43.	 Gari, G., Waret-szkut, A., Grosbois, V., Acquiet, P. & Rger, F. Risk factors associated with observed clinical lumpy skin disease in 

Ethiopia. Epidemiol. Infect. 138, 1657–1666 (2010).
	44.	 Muuka, G. et al. Challenges of controlling contagious bovine pleuropneumonia in sub-Saharan Africa. Trop. Anim. Health Prod. 

45, 9–15 (2013).

Acknowledgements
We are grateful for the support received from study participants in Serengeti District. We are also indebted to 
local village authorities for enabling us to work within the study communities. We thank regional and district 
livestock authorities from the Tanzania Ministry of Livestock and Fisheries for research permission. We acknowl-
edge the considerable contributions of our field team – Emanuel Sindoya, Victor Sianga and Ahmed Lugelo – and 
of Tito Kagize, for providing overall support with field coordination and logistics. The research was supported 
by a grant from the Bill & Melinda Gates Foundation (Program for Enhancing the Health and Productivity of 
Livestock, project reference ID 1083453), a Royal Society International Collaboration Award (ICA\R1\180023) to 
T.L. (University of Glasgow), and the European Commission Horizon 2020 ‘AfricanBioServices’ grant (641918) to 
J.G.C.H. The funders had no role in study design, data collection and analysis, decision to publish, or preparation 
of the manuscript. The study received approval from the Tanzanian Commission for Science and Technology 
(permit numbers 2016-93-NA-2016-87 and 2017-284-NA-2016-87). Permission for research in communities 
was obtained from relevant local and district authorities. All participants were explained study objectives and 
written and/or verbal informed consent was obtained.

Author contributions
The order of authorship reflects relative contributions to this paper, those who contributed most being named 
earlier. Last named authors are senior investigators on the project and provided overall oversight of the research 
programme in Tanzania. D.E., T.A.M., R.R., J.E., T.L. and J.G.C.H. conceptualised and designed the study, per-
formed data visualisation, and wrote the original manuscript. D.E. and J.K.M. collected the data and performed 
data curation. D.E. investigated the study, conducted formal analyses and interpreted the results. D.E., T.A.M., 
R.R., J.E., J.B, G.S., J.K.M, T.L. and J.G.C.H. reviewed and revised the manuscript. T.A.M., R.R., J.B, G.S., T.L. 
and J.G.C.H. acquired funding, and oversaw the project administration.

Competing interests 
The authors declare no competing interests.

Additional information
Supplementary Information The online version contains supplementary material available at https://​doi.​org/​
10.​1038/​s41598-​021-​95706-z.

Correspondence and requests for materials should be addressed to T.A.M.

Reprints and permissions information is available at www.nature.com/reprints.

Publisher’s note  Springer Nature remains neutral with regard to jurisdictional claims in published maps and 
institutional affiliations.

https://qgis.org/en/site/forusers/download.html
https://qgis.org/en/site/forusers/download.html
https://www.R-project.org/
https://doi.org/10.1038/s41598-021-95706-z
https://doi.org/10.1038/s41598-021-95706-z
www.nature.com/reprints


13

Vol.:(0123456789)

Scientific Reports |        (2021) 11:16375  | https://doi.org/10.1038/s41598-021-95706-z

www.nature.com/scientificreports/

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

format, as long as you give appropriate credit to the original author(s) and the source, provide a link to the 
Creative Commons licence, and indicate if changes were made. The images or other third party material in this 
article are included in the article’s Creative Commons licence, unless indicated otherwise in a credit line to the 
material. If material is not included in the article’s Creative Commons licence and your intended use is not 
permitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly from 
the copyright holder. To view a copy of this licence, visit http://​creat​iveco​mmons.​org/​licen​ses/​by/4.​0/.

© The Author(s) 2021

http://creativecommons.org/licenses/by/4.0/

	Livestock movement informs the risk of disease spread in traditional production systems in East Africa
	Methods
	Study area. 
	Deployment of GPS collars. 
	Data analyses. 
	Parameters of cattle movements. 
	Measurement of absolute contacts between collared cattle.. 
	Expected contact rates. 
	Relative contact probability between collared cattle. 

	Ethics statement. 

	Results
	Parameters of cattle movements. 
	Speed, step length, timing and distance of cattle movements. 
	Factors influencing distance travelled. 

	Absolute pairwise contact rates among collared cattle. 
	Factors affecting absolute pairwise contact rates. 
	Expected contact rates. 

	Relative probability of contact. 

	Discussion
	Conclusion
	References
	Acknowledgements


