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A first product of this European project was a tool for scoring chick quality. A link
was established between chick quality and embryonic physiological parameters such
as heat production. Eggs from broiler breeders that give rise to rapidly growing
broilers have a different embryonic development that may need modified incubation
conditions. Within genotypes, better chick quality induces better liveability and
faster growth in broiler production. Extensive data on broiler breeder production
were generated. Feed restriction was necessary to maintain welfare and reproduction
at acceptable levels in standard broiler breeders. The dw-experimental genotype (E)
was more tolerant to ad libitum feeding. If an alternative to feed restriction had to be
found, the use of a dw genotype with less severe feed restriction could be adopted.
Fibre per se, or partial feed restriction during the growing period, only compensated
to a small extent for the negative effects of early fast growth on later reproduction.
The results of the project on behaviour did not support welfare concerns on feed
restriction. They confirmed the hypothesis that environmental pecking is a
displacement activity rather than a sign of frustration. Factors other than central
control by pituitary hormones seem to be involved in the modulation of the laying
rate. The local (intra-ovarian) role of growth factors such as Insulin-like Growth
Factors (IGFs), Bone Morphogenetic Proteins (BMPs) and leptin are known to
modulate the effect of gonadotrophins on ovarian function. For both BMPs and
IGFs, feed restriction enhanced the interaction between growth factors and
gonadotrophins as well as the proliferation of granulosa cells in vitro. Future genetic
selection of broiler breeder production might aim at uncoupling the control of
growth factors in the ovary from the selection for rapid growth to maintain or
increase the growth rate of chicks without further penalising the already poor
reproductive performance of broiler breeders. Putative quantitative trait loci for
ovulation rate were identified in the project and may eventually facilitate selection by
breeding companies for birds that could be fed enough feed to optimise their welfare. 
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Introduction

The broiler breeder paradox (BBP) concerns the apparent impossibility of reconciling
production requirements (good reproductive performance; good health and low mortality
of the female broiler breeder; satisfactory growth performance of the offspring) without
recourse to severe feed restriction (Remena and Robinson, 2004 for review). Other
paradoxes with broiler breeders are low egg production but a hyperactive ovary; and the
fact that the welfare of hens is affected by both ad libitum and restricted feeding (Hocking
et al., 1993, 2001).

These considerations were at the heart of the conception of the BBP European project
(Williams et al. , 2004) to improve broiler breeder production with the following main
objectives:

• To define, understand and improve the relationship between product quality and the
genetics and nutrition of breeders.

• To find genetic potential for improving egg production and welfare without
decreasing chick-quality production through a deeper understanding of the
interaction between reproduction, feed restriction and genotype.

• To adapt feeding regimens more closely to the animals’ physiological needs, thus
improving welfare.

The experimental work was conducted with three model genotypes of broiler breeders
produced by Hubbard-Europe. These include the S (or standard) which is a commercial
broiler breeder without the dwarf gene. This genotype represents the largest share of the
European production of broiler chicks. S-chicks are slow-feathering breeders that can be
feather sexed. The second genotype is the L (or ‘Label’) type that is a commercial,
coloured, dwarf breeder used in Europe for the production of slow growing broiler chicks
for the quality market. The third genotype is the E (or experimental), a dwarf genotype
under development by Hubbard with the aim of obtaining a new balance between the
production of chicks, their viability, the potential for growth (close to that of S-chicks) and
the possibility of ad libitum feeding of the breeder hens. E-chicks are fast feathering
breeders that must be vent sexed.

New results that deserve discussion were obtained in four areas: chick quality, genotype
of the breeders, feed dilution and local regulation of the follicular growth.

The chick quality challenge

Embryo physiology, quality of chicks and performance of the broilers from the eggs of the
three lines of broiler breeders were compared. All female parent stocks were mated to
Cornish males. We developed a quality score for day-old chicks on the basis of physical
parameters. Based on information collected from hatcheries and broiler farms on varying
physical appearances of day-old chicks, the following criteria were selected for inclusion
in the estimation of chick quality physical attributes such as activity, feathering, eyes,
conformation of legs, aspect of navel area, yolk absorption, etc. The level of the score for
each criterion was related to its importance in the survival of the chick and the severity of
any anomaly it may carry. The scores are hedonic in nature and the maximum total score
is 100 (Tona et al., 2005b; Bruggeman et al., 2004). From these studies, it appears that the
incidence of day-old chicks with sub-normal conditions in the navel area was the highest
suggesting that this is a parameter of significant importance in the survival and growth of
the chicks. Other subnormal conditions that contributed highly to the number of chicks
with low scores included the amount of retracted yolk, remaining membrane, activity,
down feathers and general appearance, although these had a lower incidence compared to
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defects of the navel area. The combination of these four criteria alone contributed
significantly to the downgrading of suboptimal chicks (Tona et al., 2003a, 2004a).
Moreover, a positive correlation was found between relative growth up to 7 days (RG) and
day-old chick quality. The effects of pre-incubation factors such as egg storage duration,
the age of broiler breeders and incubation conditions (especially egg turning duration
during incubation) were investigated. There is a greater occurrence of poor quality chicks
from eggs stored for longer duration than from eggs stored for shorter duration and this
was further exacerbated in eggs from older breeders (Tona et al., 2004b). With respect to
egg turning duration, it was shown that, paradoxically, egg turning up to day 18 of
incubation depresses relative growth up to 7 days while it improves chick qualitative
aspects (Tona et al., 2003c). In a further study, physiological measurements on embryos
during incubation, chick quality and growth performance of broiler from S, E and L lines
were compared. With regard to embryo physiology, the lowest average egg weight loss
during incubation was obtained in the eggs of the E line. Plasma triiodothyroxine (T3) and
T3/Thyroxine (T4) ratio were similar between lines at internal pipping stage but
corticosterone was higher in the S line. At hatch, T3/T4 ratio was higher in the S line
compared to the E and L but corticosterone was higher in both S and E lines than L line.
Heat production by embryos was different between lines (S>E>L). Partial pressure of CO2

was also higher in the S line than the E and L lines. These physiological parameters
suggest different metabolic rate between lines. Chick quality scores expressed as either
percent of high quality chicks or overall average score of each line were not different.
However, broiler body weights at 7 and 41 d were different between lines (S>E>L).
Chicks of higher quality (score 100) in all lines showed higher body weights than those of
lower quality (score < 100). These data suggest a link between levels of embryo
metabolism and growth potentials of the lines. The higher growth potential of the S line is
related to higher T3/T4 ratio (at hatch), higher pCO2 (at internal pipping) and higher heat
production of the embryos.

The dw- alternative

A clear and appealing result of the BBP project has been the extended evaluation of the
performance of the so-called ‘experimental’ E genotype of broiler breeder hens.
Consistent resistance to ad libitum feeding with relatively diluted diets was observed
(Heck et al., 2003b and 2004; Bruggeman et al., 2005). The liveability figures were
always better than in standard non-dwarf broiler breeders. The possibilities of using such
a genotype in practice will require several complementary validation studies under semi-
practical conditions, namely to accurately measure the reproductive performances with
males in large flocks. However, even when fed on a diluted diet, the E genotype did not
really self-restrict themselves as shown by the comparison of growth curves between
restricted and non-restricted E hens (Bruggeman et al., 2005). The delay for offspring to
reach market weight (2 to 3 days compared to a S breeder progeny), and the possibly lower
breast meat yield call for in depth economic evaluation which must also take into account
the expense of extra feed with ad libitum feeding. With respect to feeding, a dwarf breeder
will always have an advantage upon a non-dwarf due to its lower maintenance
requirements. Moreover, besides the dwarfing gene, generations of selection on specific
traits (including reproductive fitness and liveability) may also have modified the E
genotype’s responses to ad libitum feeding. However, the dw gene has long been known to
favour adaptation to ad libitum feeding (Hocking et al., 1987, Triyuwanta et al., 1992).
Decuypere et al., (1991) have also described the possibility that the dwarfing gene may
also favour efficient egg production either in egg-laying type strains or broiler breeder
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hens. Awaiting the more prospective genetic approaches that were also developed in the
project (Hocking, 2003), the dw breeder hens selected with a similar approach as the E
genotype might represent a viable alternative to feed restriction on the short term.
However the success of the dwarf breeder might be further improved by developing
separate feeding programmes for males and females and the possible development of
artificial insemination in southern countries (Brillard, 2004). In this project’s experiments,
the good reproductive performance obtained with the E genotype was largely facilitated
by the feeding of diluted feed.

Feed dilution and pecking

Food restricted broiler breeders are more active and spend more time pecking at the
environment and at water compared with birds fed ad libitum. Two experiments were
designed to determine if increased dietary fibre would decrease the prevalence of spot
pecking and damaging pecking in food restricted birds and lead to an improvement in their
welfare. In the first experiment, three sources of fibre (oat hulls, sugar beet and sunflower)
at three concentrations (50, 100 and 200 g/kg) in nutritionally similar rations were
assessed for their effect on welfare by measuring changes in behaviour (Hocking et al.,
2004). Changes in behaviour and heterophil-lymphocyte ratio were measured at 5, 10 and
15 weeks of age. Body weight at 15 weeks of age decreased in a linear manner with
increasing concentrations of the experimental ingredients. Decreased spot pecking was
observed in birds fed on the rations containing 50 g/kg of sugar beet pulp and 200 g/kg of
oat hulls. The heterophil-lymphocyte ratio was higher in birds fed on the control diet and
diets containing 50 g/kg of the high fibre ingredients. Rations containing sugar beet pulp
were associated with higher water contents in the gastro-intestinal tract and it was
proposed that this improved satiety and welfare (Zaczeck et al., 2003).

However, in a second trial the diet containing 50 g/kg sugar beet was compared with a
control diet when fed to food restricted Standard (SR), and Experimental dwarf (ER)
broiler breeders, standard birds fed at the same level as the E line (SE) and Label (LA)
broiler breeders fed ad libitum (Jones et al., 2004a and b). Changes in behaviour,
physiology and gut fill were used to assess welfare. Body weights of all birds on the fibre
diet were lower, and LA birds ate less than those fed on the control diet. Drinking, litter
directed behaviour, resting and standing were affected by a significant group x age
interaction with restricted birds showing increased drinking over time and decreased time
spent resting compared to the ad libitum fed LA birds. The behaviour of ER was
comparable with that of the SE broiler breeders. No effects of diet on behaviour and
physiological indexes of welfare were observed. With the exception of the crop, the gross
composition of the contents of the gut was similar in LA and SR birds. 

It was concluded that the replacement of standard with dwarf broiler breeders may
improve the welfare of commercial flocks of broiler breeders by decreasing the severity of
food restriction. The welfare benefits of feeding diets containing high concentrations of
fibre are negligible and the major role of fibre is to dilute the nutritional value of the ration
and increase the mass of food fed to restricted birds. Excessive drinker directed activity in
food restricted birds is probably a substitute for foraging rather than an attempt to increase
gut fill (Hocking, 2004, Hocking and Jones, 2004).

The behaviour of breeder hens was further studied on S and E breeder hens fed ad
libitum (A), restricted at 55% of A (D) or at 30% of A (R) using focal sampling on 144
target hens in total (Picard et al., 2004 a and b). They were videotape recorded after feed
distribution and during the afternoon at 6-10 and 10-15 weeks of age. Coding of 383 ten
minute files in real time and 107 one minute files for detailed behaviour at slow motion
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speed was done using ‘The Observer 4.0 video pro’. Time patterns of behavioural
sequences were analyzed using ‘Theme’, software to detect non-random time distances
between events. R hens were more active than A and preened more during the afternoon.
Pecking at the litter in the afternoon was proportional to feed restriction and expressed in
most hens although pecking at an empty trough was expressed in some restricted birds at
a high rate. Social behaviours could not be related to feed restriction. E and S genotypes
were relatively similar. Several behaviours appeared to be consistently structured in time
for all treatments. Others such as “raising the head during a meal” could be either time
consistent (detected by Theme) or variable (undetected). Feed restriction seemed to
stimulate structured scanning of the environment while eating. Litter pecking is probably
the best indicator of feeding motivation in restricted breeders.

The local regulation of follicular growth

The ‘erratic oviposition and defective egg syndrome’ described early in broiler breeder
hens (van Middelkoop, 1972) is associated with ad libitum feeding but does not seem
primarily related to a systemic hormonal dysregulation (Bruggeman et al., 1998a and b
and 1999) or insulin resistance (Rideau et al., 2004). Further confirmation of this was
obtained during the project (Onagbesan et al., 2004a). In standard broiler breeder hens fed
ad libitum, the erratic pattern of oviposition has been related to abnormal regulation of
follicle maturation and steroidogenesis in the ovary. Interesting results similar to ours,
have been obtained by Lupicki (1994) and Renema and Robinson (2004). Early
developing white follicle are less responsive to LH in ad libitum fed birds than in restricted
breeders especially at the beginning of the laying period when the abnormal eggs are most
frequent.

In the BBP project, an extensive effort to determine the expression of components of the
insulin-like growth factors (IGF) and bone morphogenetic proteins (BMP) systems

Table 1  Relative expression of growth factors and their related proteins in the granulosa and Theca of
mature yellow follicles in broiler breeder hens aged 32 weeks. 

GRANULOSA THECA

Insulin-like Growth factors System
IGF-I + +++
IGF-II + +++
IGF-Receptor +++ +
IGF-Binding Protein 1 + +++
IGF-Binding Protein 2 + +++
IGF-Binding Protein 3 + +++
IGF-Binding Protein 4 +++ +
IGF-Binding Protein 5 +++ +
Insulin receptor +++ +

Bone Morphogenetic Proteins System
BMP-2 ++ ++
BMP-4 +++ +
BMP-7 ++ ++
BMP-Receptor IA + +++
BMP-Receptor IB +++ +
BMP-Receptor II +++ +

Leptin Receptor + +++

054527_Journal_3  19-07-2006  13:24  Pagina 447



448 World’s Poultry Science Journal, Vol. 62, September 2006

Broiler breeders paradox: E. Decuypere et al.

revealed a symmetric distribution between the granulosa and theca tissues of the mature
follicle (Table 1, Onagbesan et al., 2003a, b and c and 2004b, Metayer et al., 2002, 2004,
Heck et al., 2003). Since the F2 and F1 yellow follicles displayed similar endocrine
profiles, the preovulatory surge of LH could trigger ovulation of both of these two largest
follicles (Onagbesan et al., 1999, 2000; Yu et al., 1992). In the granulosa, insulin and IGF
positively regulate steroidogenesis and stimulate growth and differentiation of the chicken
ovarian follicle. IGF-I is involved in the regulation of ovarian steroidogenesis in both
mammals and birds. IGF-I stimulates progesterone production from avian granulosa cells
(Onagbesan et al., 2000). Follicle growth and differentiation is not the result of just one
system since both IGF and BMP interact with gonadotrophins (LH and FSH) to regulate
follicular growth and differentiation (Figure 1). The results were related to the dynamics
of follicle turnover and production. All the components screened show a distinct pattern of
tissue distribution. Temporal changes related to the maturation of follicles and age of the
hens were evident for some components. The tissue localisations of the IGF- and BMP-
systems suggest that they could both act in autocrine and paracrine fashions within the
follicles. Regulation of the growth and maturation of follicles are not dependent on a
single system but the joint results of several systems (BMP, IGF, leptin…). It would
therefore be interesting to attempt a ‘shotgun’ analyses by microarrays (genes) or
proteomics (proteins) to look for a wider range of genes and proteins that might change
during maturation of follicles. Secondly, varying factors such as diet or genotype could be
re-examined using these new approaches targeting specific follicular developmental
stages. For example, as the numbers of small white follicles appear sensitive to dietary
changes, then tissue localization of differential gene expression in the cells of those small
follicles cells using in situ hybridisation might open new avenues for the study of
follicular maturation.

FFoolllliiccllee GGrroowwtthh

++++++

LLeeppttiinn

LLeeppttiinn--
RReecceeppttoorr

InsulinIGFs (-I, -II) BMPs (-4, -7)

BBMMPP--RReecceeppttoorr
((--IIAA,, IIBB,, IIII))

IInnssuulliinn
RReecceeppttoorr

IIGGFF--
RReecceeppttoorr

DDiiffffeerreennttiiaattiioonn
aanndd sstteerrooiiddooggeenneessiiss

++++

-- **

GGrraannuulloossaa

++++++

Gonadotropins
(FSH, LH) 

++

++

++

++
++

BBMMPP--77

++

++++

++

++
++

The putative direct action of leptin on the ovary might change during follicular
development since the level of expression of its receptor decreased during maturation of
the yellow follicle, especially in slow growing L hens and SR hens (Cassy et al., 2004 and
b). This suggests further in vitro studies of the effects of leptin on granulosa cell
steroidogenesis could yield interesting results. No clear influence of glucose/insulin
homeostasis was measured during the BBP project. The sensitivity to insulin might be
even higher in SA than in SR birds. Further research might involve measurement of cell

Figure 1: Schematic representation of potential interactions between IGF-, BMP- and leptin-systems in
the avian ovarian follicle at 32 weeks of age. : synergistic actions; + stimulation; -inhibition. *The
negative effect of leptin remains to be demonstrated in hens.

ure 1: S
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signalling and of leptin receptor expression in F4 to F1 follicles, and studies of the kinetics
of tolerance to glucose and/or measuring responses to graded doses of exogenous insulin
(Rideau et al., 2004).

Conclusions

The results of the BBP project have provided new information in three domains: poultry
production, chicken behaviour and physiology of major genotypes of broiler chicks and
breeders fed ad libitum or restricted.

From the producer’s stand-point, restriction of standard broiler breeders (S) delayed
sexual maturity but improved egg production. S hens fed ad libitum exhibited a high
mortality rate and low egg production incompatible with a fair economic return for the
producer. Slow growing Label-type breeding hens (L) fed ad libitum combined early
sexual maturity with high production. The comparison of S and L illustrates the
incompatibility between reproductive performance and fast growth of offspring. Fibre per
se or partial feed restriction during the growing period compensate only slightly for the
negative effects of early fast growth on later reproduction performance of standard broiler
breeders. The dw experimental genotype (E) were more tolerant to ad libitum feeding. In
other words, if an alternative to feed restriction has to be found, the use of the
experimental dw genotype with less severe feed restriction could be adopted. Differences
in embryonic physiology between broilers from the S, E and L genotypes were observed
and point to some very interesting relationships between endocrine parameters, embryonic
heat production, and later postnatal growth. Eggs from broiler breeders that give rise to
rapidly growing broilers have a different embryonic development that may need modified
incubation conditions. Within genotypes, differences in growth rate until slaughter age
were related to one-day old chick quality as defined precisely by the BBP project.
Differences in chick quality can induce as much as two days’ growth retardation in broiler
production.

From a behavioural viewpoint, the replacement of S broiler breeders by dwarf broiler
breeders (such as E and L) may improve the welfare of commercial flocks by decreasing
the severity of feed restriction of the breeders and improving the health status of all the
chickens. Restricted birds were more active in general and more immobile before feed
distribution. Foraging and searching for food and stereotyped pecking at some
environment targets such as an empty feeder or a water nipple were observed more
frequently. However, no major signs of frustration and fear were observed. The welfare
benefits of fibre per se without dilution of the nutrient in the feed are negligible. Dilution
of the diet by fibre increases feed consumption and may improve some aspects of welfare.
The overall results of the BBP project on behaviour do not lend new support to the welfare
concerns of some groups over feed restriction, and tend to confirm the hypothesis that
environmental pecking is a displacement activity rather than a sign of frustration.

Physiologists provided a wide range of original results. Different profiles of plasma LH,
FSH and oestradiol concentrations in particular, were observed between genotypes and
between restricted and ad libitum fed birds during the prepubertal period. No between
genotype differences in the time of onset of lay were found. Other factors besides central
control by pituitary hormones seem to be involved in the modulation of the laying rate.
Therefore, the local (intra-ovarian) role of growth factors such as IGFs, BMPs and leptin
were extensively studied because they are known to modulate the effect of gonadotrophins
on ovarian function. For both BMPs and IGFs, feed restriction enhances the interaction
between growth factors and gonadotrophins as well as the proliferation of granulosa cells.
The interaction may explain the differential yellow follicle number and (partly) egg
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production rate between genotypes, ages, and especially different feed allowances in
broiler breeders. However, a certain number of links remain hypothetical and require
further verification. Similarly, the leptin receptor fits into this picture of local regulation
because leptin antagonises the IGF and insulin stimulating effect on steroidogenesis in
mice. In chickens, the high expression of the leptin receptor in small yellow follicles might
be related to the lower responsiveness of these follicles to the stimulatory effect of growth
factors on steroidogenesis.

A fundamental question remains to be answered: “ Is there a causal or functional
mechanistic link between fast and efficient growth of the broilers and the observed
reproductive problems of broiler breeders? ”.

From the results of our project, this question can at least be re-phrased as a more
concrete question: “Are the changes in growth related hormones or factors, as a
consequence of selection for fast and efficient growth, linked to UNAVOIDABLE
changes of these growth factors in the ovary in broiler breeders, resulting in gonadal
dysfunction? ”

• If the answer is ‘NO’, then one should extend the selection goals and work with
combined selection indices to uncouple the desired and undesired characteristics in
breeders.

• If the answer is ‘YES’, then one should adapt the selection goals to settle for lower
bird productivity levels (in broilers) in order to reach acceptable productivity, with
acceptable management systems in broiler breeders.

In the first case, the most effective long term strategy for improving the welfare of fast
growing standard broiler breeders is genetic selection to decrease the propensity for
multiple ovulation that would make it possible to feed more feed without compromising
productivity and the sustainability of the European industry. Genetic selection on the basis
of DNA markers would make this possible commercially and, as part of the BBP project,
we identified two quantitative trait loci (QTL) for yellow follicle numbers in a broiler x
layer cross. The results represent a first step in this long-term strategy and are the first
evidence that such an approach may be possible.

Acknowledgements

A large group of scientists and technicians participated in this research project. The list is
too long to be mentioned here but they appear with the full presentation of the results on a
CD ROM that you can obtain (free of any charge) by ordering it from
lessire@tours.inra.fr. Special thanks are due to Eric Dubern from Auchan who actively
participated in an evaluation of the consumer impact of our research. This work was
supported by a European Community grant (QLK5-CT-2001-01732).

References
BOKKERS, E.A.M. and KOENE, P. (2003) Eating behaviour, and preprandial and postprandial correlations in

male broiler and layer chickens. British Poultry Science 44: 538-544.
BRILLARD, J.P. (2004) Natural mating in broiler breeders: present and future concerns. World’s Poultry

Science Journal 60: 439-445.
BRUGGEMAN, V., D’HONDT, E., BERGHMAN, L., ONAGBESAN, O., VANMONTFORT, D.,

VANDESANDE, F. and DECUYPERE, E. (1998a) The effect of food intake from 2 to 24 weeks of age on
LHRH-I content in the median eminence and gonadotrophin levels in pituitary and plasma in female broiler
breeder chickens. General and Comparative Endocrinology 112:200-209. 

054527_Journal_3  19-07-2006  13:24  Pagina 450



World’s Poultry Science Journal, Vol. 62, September 2006 451

Broiler breeders paradox: E. Decuypere et al.

BRUGGEMAN, V., ONAGBESAN, O., D’HONDT, E., BUYS, N., SAFI, M., VANMONTFORT, D.,
BERGHMAN, L., VANDESANDE, F. and DECUYPERE, E. (1999) Effects of timing and duration of feed
restriction during rearing on reproductive characteristics in broiler breeder females. Poultry Science 78: 1424-
1434.

BRUGGEMAN, V., ONAGBESAN, O., VANMONTFORT, D., BERGHMAN, L., VERHOEVEN, G. and
DECUYPERE, E. (1998b) Effect of long-term food restriction on pituitary sensitivity to cLHRH-I in broiler
breeder females. Journal of Reproduction and Fertility 114: 267-276.

DECUYPERE, E., HUYBRECHTS, L.M., KUHN, E.R., TIXIER-BOICHARD, M. and MERAT, P. (1991)
Physiological alterations associated with the chicken sex-linked dwarfing gene. Critical Reviews of Poultry
Biology 3: 191-221. 

HOCKING, P.M. (1996) The role of body weight and food intake after photostimulation on ovarian function at
first egg in broiler breeder females. British Poultry Science 37: 841-851.

HOCKING, P.M., BERNARD, R. and ROBERTSON, G.W. (2002a) Effects of low dietary protein and
different allocations of food during rearing and restricted feeding after peak rate of lay on egg production,
fertility and hatchability in female broiler breeders. British Poultry Science 43: 94-103.

HOCKING, P.M., GILBERT, A.B., WALKER, M. and WADDINGTON, D. (1987) Ovarian follicular
structure of White Leghorns fed ad libitum and dwarf and normal broiler breeders fed ad libitum or restricted
until point of lay. British Poultry Science 28: 493-506.

HOCKING, P.M., MAXWELL, M.H. and MITCHELL, M.A. (1993) Welfare of broiler breeder and layer
females subjected to food and water control during rearing. British Poultry Science 34: 443-458.

HOCKING, P.M., MAXWELL, M.H., ROBERTSON, G.W. and MITCHELL, M.A. (2001) Welfare
assessment of modified rearing programmes for broiler breeders. British Poultry Science 42: 424-432.

HOCKING, P.M., MAXWELL, M.H., ROBERTSON, G.W. and MITCHELL, M.A. (2002b) Welfare
assessment of broiler breeders that are food restricted after peak rate of lay. British Poultry Science 43: 5-15.

LUPICKI, M.E. (1994) Ovarian morphology and steroidogenesis in domestic fowl (Gallus domesticus); effects
of aging, strain, photostimulation programme and level of feeding. M.Sc. Thesis. University of Alberta,
Edmonton, AB., Canada.

ONAGBESAN, O.M., DECUYPERE, E., LEENSTRA, F. and EHLHARDT, D.A. (1999) Differential
effects of amount of feeding on cell proliferation and progesterone production in response to gonadotrophins
and insulin-like growth factor I by ovarian granulosa cells of broiler breeder chickens selected for fatness or
leanness. Journal of Reproduction and Fertility 116: 73-85. 

ONAGBESAN, O.M., MAST, J., GODDEERIS, B. and DECUYPERE, E. (2000) Effect of TNF-alpha on
LH and IGF-I modulated chicken granulosa cell proliferation and progesterone production during follicular
development Journal of Reproduction and Fertility 120:433-442.

RENEMA, R.A. and ROBINSON, F.E. (2004) Defining normal: comparison of feed restriction and full
feeding of female broiler breeders. World’s Poultry Science Journal 60: 508-522.

RENEMA, R.A., ROBINSON, F.E., NEWCOMBE, M. and McKRAY, R.I. (1999a) Effects of body weight
and feed allocation during sexual maturation in broiler breeder hens: 1. Growth and carcass characteristics.
Poultry Science 78: 619-628.

RENEMA, R.A., ROBINSON, F.E., NEWCOMBE, M. and McKRAY, R.I. (1999b) Effects of body weight
and feed allocation during sexual maturation in broiler breeder hens: 2. Ovarian morphology and plasma
hormone profiles. Poultry Science 78: 629-639.

RENEMA, R.A., ROBINSON, F.E., PREIKSCHAT, N.V. and ZUIDHOF, M.J. (1999c) Effects of strain on
feed intake, reproductive efficiency, fertility, and carcass characteristics at 49 wk of age in ad-libitum fed
broiler breeder hens. Poultry Science 78 (Suppl. 1): 7-8.

RENEMA, R.A., ZUIDHOF, M.J. and ROBINSON, F.E. (2004) Impact of genotype, growth profile and
photostimulation age on the reproductive efficiency of female broiler breeders. Poultry Science 83 (Suppl. 1):
144.

SKINNER-NOBLE, D.O., JONES, R.B. and TEETER, R.G. (2003) Components of feed efficiency in broiler
breeding stocks: Is improved feed conversion associated with increased docility and lethargy in broilers?
Poultry Science 82: 532-537.

TRIYUWANTA, LETERRIER, C., BRILLARD, J.P. and NYS, Y. (1992) Maternal body weight and feed
allowance of breeders affect performance of dwarf broiler breeders and tibial ossification of their progeny.
Poultry Science 71: 244-254.

VAN MIDDELKOOP, J.H. (1972) The relationship between ovulation interval of White Plymouth Red pullets
and the laying of abnormal eggs. Archiv für Gelflügelkunde 36: 223-230.

054527_Journal_3  19-07-2006  13:24  Pagina 451



452 World’s Poultry Science Journal, Vol. 62, September 2006

Broiler breeders paradox: E. Decuypere et al.

References from the BBP project
BRUGGEMAN, V., JEGO, Y., TONA, K., ONAGBESAN, O.M. and DECUYPERE, E. (2004) Effects of

broiler breeder genotypes on incubation parameters, chick quality and broiler performance. Proceedings of the
XXIIth Poultry Congress, Istanbul CDRom/Wpc2012/1803.pdf.

BRUGGEMAN, V., ONAGBESAN, O., RAGOT, O., CASSY, S., FAVREAU, F., JEGO, Y., TREVIDY, J.J.,
TONA, K., WILLIAMS, J., DECUYPERE, E. and PICARD, M. (2005) Feed allowance – genotype
interactions in broiler breeder hens. Poultry Science 84: 298-306.

CASSY, S., MÉTAYER, S., CROCHET, S., RIDEAU, N., COLLIN, A. and PICARD, M. (2004) Potential
involvement of the leptin receptor in ovarian dysfunction of broiler breeder hens fed ad libitum. Reproductive
Biology and Endocrinology 2: 72 (www.rbej.com/content/2/1/72).

CASSY, S., METAYER, S., CROCHET, S. and PICARD, M. (2004) Potential involvement of the leptin
receptor in ovarian dysfunction of broiler breeder hens fed ad libitum. Proceedings of the XXIIth Poultry
Congress, Istanbul CDRom/Wpc2004/1808.pdf.

HECK, A., METAYER, S., ONAGBESAN, O.M. and WILLIAMS, J. (2003) Messenger RNA of
components of the IGF System and GH and Insulin receptors in ovaries of broiler breeder hens fed ad libitum
or restricted from 4 to 16 weeks of age. Domestic Animal Endocrinology 25: 287-294.

HECK, A., METAYER, S., PUTERFLAM, J., JEGO, Y., TREVIDY, J.J., WILLIAMS, J. and PICARD,
M. (2003) Effets de l’alimentation ad libitum sur les poules reproductrices chair entre 1 et 40 semaines. 5ème
Journées de la Recherche Avicole, 26-27/03/2003, Tours: 113-116.

HECK, A., ONAGBESAN, O., TONA, K., METAYER, S., PUTERFLAM, J., JEGO, Y., TREVIDY, J.J.,
DECUYPERE, E., WILLIAMS, J., PICARD, M. and BRUGGEMAN, V. (2004) Effects of ad libitum
feeding on performance of different strains of broiler breeders. British Poultry Science 45: 695-703.

HOCKING, P.M. (2003) Review of QTL mapping results in poultry. Paper presented at the 3rd European
Poultry Genetics Symposium, Wageningen, The Netherlands, 9pp.

HOCKING, P.M. (2004) Feeding and welfare of broiler breeders Proceedings of the XXIIth Poultry Congress,
Istanbul CDRom/Wpc2004/11.pdf.

HOCKING, P.M. and JONES, E.K.M. (2004) Changes in behaviour and the assessment of welfare in broiler
breeders. Proceedings of the XXIIth Poultry Congress, Istanbul CDRom/Wpc2004/1810.pdf.

HOCKING, P.M., ZACZEK, V., JONES, E.K.M. and MACLEOD, M.G. (2004) Different sources of fibre
may improve the welfare of female broiler breeders. British Poultry Science 45: 9-19.

JONES, E.K.M., MACLEOD, M. and HOCKING, P.M. (2004) Dietary fibre and experimental genotypes of
broiler breeders: potential to improve welfare? Proceedings of the XXIIth Poultry Congress, Istanbul
CDRom/Wpc2004/209.pdf.

JONES, E.K.M., ZACZEK, V., MACLEOD, M.G. and HOCKING, P.M. (2004) Genotype, dietary
manipulation and feed allocation affect indices of welfare in broiler breeders. British Poultry Science 45: 725-
737.

MÉTAYER, S., DUCLOS, M. J., CROCHET, S., CHEVALIER, B. and WILLIAMS, J. (2004)
Modification of the intra-ovarian IGF system by feed restriction in broiler breeder hens. Proceedings of the
XXIIth Poultry Congress, Istanbul CDRom/Wpc2006/1806.pdf.

MÉTAYER, S., HECK, A. and WILLIAMS, J. (2002) The ontogeny of the IGF system in broiler chicken
ovary. Society for the Study of Fertility Joint European Conference on Reproduction, Tours, France 20-21 Dec
2002. Reproduction, 19-21 December 2002. Reproduction, Abstr Series No 29: Abstr. 38, p.16.

ONAGBESAN, O.M., BRUGGEMAN, V., DUCLOS, M.J. and DECUYPERE, E. (2004) Systemic
hormones variations in broiler breeder hens. Proceedings of the XXIIth Poultry Congress, Istanbul
CDRom/Wpc2004/1804.pdf.

ONAGBESAN, O.M., BRUGGEMAN, V., VAN AS, P., SWENNEN, Q. and DECUYPERE, E. (2004)
Implications of IGFs and BMPs on follicular development in broiler breeder hens. Proceedings of the XXIIth
Poultry Congress, Istanbul CDRom/Wpc2004/1807.pdf.

ONAGBESAN, O.M., BRUGGEMAN, V., VAN AS, P., SWENNEN, Q., TONA, K. and DECUYPERE, E.
(2003) Effect of ad libitum or restricted feeding on the expression of Bone Morphogenetic Proteins (BMP) and
their receptors (BMPR) in the granulosa cells of chicken ovarian follicles and their role in cell differentiation
and proliferation. IX World Congress on Animal Production, Porto Allegre, Brazil, 26 – 31 October 2003.

ONAGBESAN, O.M., BRUGGEMAN, V., VAN AS, P., TONA, K., WILLIAMS, J. and DECUYPERE, E.
(2003) BMPs and BMPRs in the chicken ovary and the effects of BMP-4 and –7 on granulosa cell
proliferation and progesterone production in vitro. American Journal of Physiology- Endocrinology and
Metabolism 285: E973-E983.

ONAGBESAN, O.M., VAN AS, P., BRUGGEMAN, V. and DECUYPERE, E. (2003) Expression of mRNA
encoding BMP-2, -4, -6, -7 and BMPR-IA, IB and -II in the ovarian follicles of the chicken. SPSS/SCAD
Concurrent meeting of International Poultry Scientific Forum, 20 - 22 Jan 2003, Atlanta - Georgia, USA.
Proceedings Abstr 50, p 13.

054527_Journal_3  19-07-2006  13:24  Pagina 452



World’s Poultry Science Journal, Vol. 62, September 2006 453

Broiler breeders paradox: E. Decuypere et al.

PICARD, M., BRUGGEMAN, V. and HOCKING, P. (2004) Growth and laying performances of two broiler
breeder genotypes fed diluted diets ad libitum or restricted. Proceedings of the XXIIth Poultry Congress,
Istanbul CDRom/Wpc2004/1811.pdf.

PICARD, M., PUTERFLAM, J. and MERLET, F. (2004) Behavioural traits of restricted and ad libitum fed
broiler breeders. Proceedings of the XXIIth Poultry Congress, Istanbul CDRom/Wpc2004/1809.pdf.

PUTERFLAM, J., HECK, A., JEGO, Y., TREVIDY, J.J., WILLIAMS, J. and PICARD, M. (2003)
Comportement alimentaire des poules reproductrices chair. 5ème Journées de la Recherche Avicole, 26-
27/03/2003, Tours: 73-76.

RIDEAU, N., METAYER, S., TESSERAUD, S., DEROUET, M., PERESSON, R., TAOUIS, M. and
CASSY, S. (2004) Is there a peripheral or a tissue-specific insulin resistance in broiler breeder hens fed ad
libitum? Proceedings of the XXIIth Poultry Congress, Istanbul CDRom/Wpc2004/1805.pdf.

TONA, K., BRUGGEMAN, V., ONAGBESAN, O.M. and DECUYPERE, E. (2005) Effects of Turning
Duration During Incubation on Embryo Growth, Utilization of Albumen and Stress Regulation. Poultry
Science 84: 315-320.

TONA, K., BRUGGEMAN, V., ONAGBESAN, O.M., MERTENS, K., BAMELIS, F., GBEASOR, M.,
MERTENS, K. and DECUYPERE, E. (2005) Day-old Chick quality: Relationship to hatching egg quality,
adequate incubation practice and prediction of broiler performance. Avian and Poultry Biology Reviews 16:
109-119.

TONA, K., ONAGBESAN, O., DE KETELAERE, B., BRUGGEMAN, V. and DECUYPERE, E. (2004)
Interrelationships between chick quality parameters and the effect of individual parameter on broiler relative
growth to 7 days of age. Archiv für Geflügelkunde (European Poultry Science) 69: S67-72.

TONA, K., ONAGBESAN, O.M., BRUGGEMAN, V., DE KETELAERE, B. and DECUYPERE, E. (2003)
Effects of Age of Broiler Breeders and Egg Storage on Egg Quality, Hatchability, Chick Quality, Chick Weight
and Chick Post-Hatch Growth. Journal of Applied Poultry Research 13: 10-18.

TONA, K., ONAGBESAN, O.M., BRUGGEMAN, V., MERTENS, K., JEGO, Y. and DECUYPERE, E.
(2004) Comparison of feed intake, blood metabolic parameters, body and organ weights of growing broilers
originating from dwarf and standard broiler breeder lines. International Journal of Poultry Science 3: 422-
426.

TONA, K., ONAGBESAN, O.M., DE KETELAERE, B., DECUYPERE, E. and BRUGGEMAN, V. (2003)
Effects of turning duration during incubation on Corticosterone and Thyroid hormones levels, Gas Pressures
in air cell, chick quality and juvenile growth. Poultry Science 82: 1974-1979.

TONA, K., ONAGBESAN, O.M., JEGO, Y., KAMERS, B., DECUYPERE, E. and BRUGGEMAN, V.
(2003) A comparison of embryo physiological parameters during incubation and production characteristics of
broiler chicks from eggs o three lines of broiler breeders differing in genetic composition, growth rate and
reproductive performance. Poultry Science 83: 507-513.

VAN AS, P., ONAGBESAN, O.M., BRUGGEMAN, V., JEGO, Y., WILLIAMS, J. and DECUYPERE, E.
(2002) Expression of BMPs and BMPRs in pre-hierarchical ovarian follicles of the domestic hen and probable
involvement in follicle selection. Society for the Study of Fertility Joint European Conference on
Reproduction, Tours, France 20-21 Dec 2002. Reproduction, Abstr Series No 29, Abstr 40, p 16-17.

WILLIAMS, J., DECYPERE, E., HOCKING, P., JEGO, Y. and PICARD, M. (2004) The broiler breeder
paradox – a research problem. Proceedings of the XXIIth Poultry Congress, Istanbul
CDRom/Wpc2004/1803.pdf.

ZACZEK, V., JONES, E.K.M., MACLEOD, M.G. and HOCKING, P.M. (2003) Dietary fibre improves the
welfare of female broiler breeders. Poster presented at the Annual Meeting of the WPSA UK Branch, York.
British Poultry Science 44: S30.

054527_Journal_3  19-07-2006  13:24  Pagina 453



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (None)
  /CalRGBProfile (Apple RGB)
  /CalCMYKProfile (U.S. Sheetfed Coated v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket true
  /DefaultRenderingIntent /Default
  /DetectBlends false
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /SyntheticBoldness 1.00
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 524288
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveEPSInfo true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Remove
  /UsePrologue false
  /ColorSettingsFile (None)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 2400
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /PDFX1aCheck true
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError false
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox false
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (GWG_GenericCMYK)
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /Description <<
    /ENU <FEFF004700680065006e0074002000500044004600200057006f0072006b00670072006f007500700020002d00200032003000300035002000530070006500630069006600690063006100740069006f006e0073002000760065007200730069006f006e003300200028007800310061003a0020003200300030003100200063006f006d0070006c00690061006e00740029>
  >>
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [14173.229 14173.229]
>> setpagedevice


