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ABSTRACT: The genioglossus muscle has at least two types of motor unit with
respiratory-related activity. Inspiratory motor units show phasic activity during
inspiration, whereas inspiratory/expiratory motor units show phasic inspiratory
activity superimposed on tonic activity. The purpose of this study was to investigate
the physiological roles of these different genioglossus motor units.

The unitary activities of 12 inspiratory and 12 inspiratory/expiratory motor units
were recorded using fine-wire electrodes during quiet nasal breathing in eight normal
adult males. The mean interspike interval and the SD of successive spikes were
calculated for inspiratory and inspiratory/expiratory motor units, respectively.
Scattergrams of the mean interspike interval versus SD were constructed for the two
groups of motor units.

The effects of changes in head position on the firing activity and the patterns of
distribution of the mean interspike interval versus SD were significantly different for
inspiratory and inspiratory/expiratory motor units.

These results suggest that the inspiratory and inspiratory/expiratory motor units
have different functional roles in respiration; inspiratory motor units may be
phasically active to counteract intraluminal negative pressure during inspiration,
whereas inspiratory/expiratory motor units may be tonically active to maintain
tongue posture.
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The upper airway (UA) muscles play an important role in
respiration by counteracting the intraluminal negative pres-
sure that is generated during inspiration, and thereby prevent
the UA from narrowing and collapsing [1]. The pharynx,
which comprises a large portion of the UA, lacks rigid
bony support since it is surrounded by soft tissue. For in-
stance, the anterior wall of the pharynx is partly deter-
mined by the tongue, and its posture is controlled by the
electromyographic (EMG) activity of both the extrinsic
and intrinsic tongue muscles. Numerous studies have foc-
used on aberrant function of the extrinsic tongue muscles,
especially the genioglossus muscle, since abnormal act-
ivity of this muscle contributes to snoring and obstructive
sleep apnoea. Both in experimental animals and humans
the genioglossus shows rhythmic activity in pace with res-
piration as well as tonic activity during tongue protrusion
[2]. Some genioglossus fibres run perpendicular to the
pharynx, and therefore activation of these fibres may result
in both advancement of the base of the tongue and en-
largement of the UA space. Previous physiological studies
have shown that the muscle fibres of UA dilator muscles
have faster contractile properties and less resistance to
fatigue than the diaphragm [3, 4]. In addition, the genio-
glossus contains type I, type IIa and type IIb fibres [4, 5].
However, it is not yet clear which type of motor unit is
responsible for the respiratory-related activity of the
genioglossus.

It has recently been shown that there are at least two
types of motor unit with respiratory-related activity in the
human genioglossus [6]: inspiratory motor units (IMUs),
which show phasic firing during inspiration; and inspira-
tory/expiratory motor units (IEMUs), which fire during
both inspiration and expiration, with a greater instantane-
ous firing frequency during inspiration. Their different
patterns of firing activity indicate that these two types of
motor unit play different physiological roles with regard to
the respiratory/related control of tongue movement but it is
unclear whether the IMUs and IEMUs are heterogeneous.
It is possible that the IMUs and IEMUs are homogeneous,
and their firing patterns are differentially controlled under
unknown conditions. The purpose of this study was to
investigate whether the IMUs and IEMUs are hetero-
geneous and to determine whether there is functional
divergence between these two types of motor units with
respiratory-related activity.

Materials and methods

Subjects and protocol

Eight healthy males with a mean�SD age of 27.1�2.0
were studied. None had a history of respiratory disease.
Infor-med consent was obtained from each subject before
the study. The subject was seated in a chair and assumed an
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unrestrained upright head position, which was defined as
the natural head position. After determining the subjects
natural head position, they were asked to tilt their head
dorsally and ventrally, defined hereafter as the head-up and
head-down positions, respectively. Head position was mea-
sured with a custom-made device attached to the zygo-
matic arch [6]. The subject was instructed to remain
awake with both eyes open and to breathe through the
nose with the mouth closed. The upper and lower teeth
were to be held slightly apart in the resting mandibular
position. A urethane-coated fine stainless-steel wire (dia-
meter 0.03 mm; Unique Medical, Tokyo, Japan) was
inserted into the genioglossus with a 27-gauge needle for
monopolar recording of the single-unit activity of the
motor units. A reference electrode was placed on the left
ear lobe. Nasal airflow was recorded simultaneously
using a thermistor (TR-762T; Nihon-Kohden, Tokyo, Jap-
an). All EMG signals were amplified (MEG-6116; Nihon-
Kohden), band-pass filtered at 0.05±3 kHz and sampled at
10 kHz. Recording of single motor unit activity from the
genioglossus was identified by tonic burst activity during
tongue protrusion. Subsequently, IMUs were identified by
phasic firing activity primarily during inspiration, and
IEMUs by tonic firing activity during both inspiration and
expiration, with a greater instantaneous firing frequency
(IFF) during inspiration. Awindow discriminator was used
to segregate one motor unit from others and to calculate the
IFF. It was confirmed that all spikes belonged to single
motor units by monitoring the spontaneous firing activity
of the motor unit on the oscilloscope with the fast sweep.
The spontaneous firing activity in both the IMUs and the
IEMUs was recorded for 20 respiratory cycles in the natural
head position and in the 308 head-up and 308 head-down
positions. Respiratory and EMG signals were transferred to
a personal computer (Macintosh Performa 5270; Apple
Computer, Cupertino, CA, USA) for data analysis. The IFF
was calculated by dividing 1,000 ms by the interspike
interval in milliseconds of two consecutive spike dis-
charges with respiratory-related activity. Changes in the
IFF were determined by subtracting the IFF obtained in the
natural head position from those obtained in the 308 head-
up and 308 head-down positions. Changes in the IFF of
both the IMUs and IEMUs in response to gradual changes
in head position were also studied.

Data analysis

The significance of differences in IFF between respir-
atory phases was assessed using the Kruskal-Wallis test
and Dunn procedure (Chart version 3.5.2/s, MacLab Sys-
tem1, ADInstruments, Castle Hill, Australia) was used to
evaluate the discharge characteristics of the motor units
during spontaneous respiration. The mean interspike inter-
val (t) and the SD of succeeding spikes were calculated [7±
9] during inspiration for the IMUs, and during both
inspiration and expiration for the IEMUs. Histograms of t
and SD for both the IMUs and the IEMUs were con-
structed to confirm that their distributions were normal by
calculating values for the skewness and kurtosis of each
histogram (data not shown) [10]. Thereafter, the scatter-
gram of the two groups of t/SD points was constructed.
Differences between the two groups of t/SD points were

evaluated by means of discriminant analysis: since
variance/covariance matrices for the two groups were
unequal (x2=18.67, degrees of freedom=3, p=0.00032,
Box's M test), Mahalanobis's generalized distance of each
group and Wilks' l were measured [10]. Statistical
significance was taken a p-value of <0.05.

Results

A total of 24 genioglossus motor units (12 IMUs and 12
IEMUs) recordings were made. Figure 1 shows a represen-
tative record of the firing activities of IMUs and IEMUs
in the natural head position. Figure 1a shows the typical
firing activity of one of the 12 IMUs, which started firing
24.3�149.8 ms (mean�SD, range -297±293 ms) before the
onset of inspiratory airflow. This IMU showed firing acti-
vity primarily during inspiration with a mean IFF of 14.4�
4.1 Hz. Figure 1b shows the typical firing activity of one
of the 12 IEMUs, whose IFF during inspiration (15.3�2.3
Hz) was significantly greater than that during expiration
(10.8�2.5 Hz).

Table 1 summarizes the changes in the IFF for both
IMUs and IEMUs when the head position was changed
from natural to either 308 head-up or 308 head-down. The
increase in the IFF for IMUs was significantly greater
during inspiration than during expiration immediately
before and after inspiration when the head position was
changed from natural to 30 head-up (p<0.05). In contrast,
there was no significant difference in the IFF for IEMUs
between any of the respiratory phases in the 308 head-up
position (p>0.05). These findings suggest that the firing
activities of IMUs and IEMUs are modulated differently
in association with 308 head-up tilt. With regard to the
change in the IFF for both IMUs and IEMUs when the
head position was changed from natural to 308 head-
down, there were no significant differences in the IFF for
both the IMUs and IEMUs between any of the respiratory
phases in the 308 head-down position (p>0.05).

Since the t/SD points for the IEMUs during inspiration
were not significantly different from those during expir-
ation (Wilks' l =0.952, F(2,77)=3.15, p>0.05), the data for
the IEMUs during inspiration and expiration were com-
bined. The t/SD points for both the IMUs and IEMUs were
then plotted (fig. 2). The groups of t/SD points for the
IMUs and IEMUs were significantly different (Wilks' l
=0.627, F(2,149)=2.996, p<0.05).

Figure 3 shows representative changes in the IFF of an
IMU and an IEMU in response to gradual changes in head
position. This IMU/IEMU pair was recorded simultane-
ously. The IMU showed a marked increase in IFF during
inspiration when the head was dorsally tilted 158 and 308.
In the head-up position, the firing duration of the IMU
extended to the expiratory phase immediately before and
after the inspiratory phase when the head was dorsally
tilted 158, which resulted in an increase in the IFF during
expiration. The IFF during expiration further increased in
the 308 head-up position. Conversely, the IFF of the IMU
markedly decreased during both inspiration and expira-
tion when the head was tilted ventrally. The firing activity
of the IMU almost ceased in the 308 head-down position.
The change in the IFF of the IMU in response to gradual
changes in head position followed a sigmoid curve. Seven
of the 12 IMUs examined showed this pattern of change
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in the IFF in response to gradual changes in head position.
In contrast, the IFF of the IEMU gradually increased dur-
ing both inspiration and expiration when the head was
tilted dorsally. Conversely, the IFF of the IEMU gradually
decreased during both inspiration and expiration when the
head was tilted ventrally. In the 308 head-down position,
the IEMU still showed firing activity. The change in the
IFF of the IEMU in response to gradual changes in head

position was linear. All 12 of the IEMUs examined
showed this pattern of change in the IFF in response to
gradual changes in head position.

Discussion

The results of this study suggest that the IMUs and
IEMUs have different functional roles in respiration.

Table 1. ± Changes in instantaneous firing frequency (IFF) of inspiratory (IMU) and inspiratory/expiratory motor units
(IEMUs) when the head was tilted from the natural to 308 head-up and head-down positions

IMU IEMU

Exp (pre) Insp Exp (post) Exp (pre) Insp Exp (post)

Natural Hz 1.3�1.8 15.6�3.8 1.7�1.6 16.4�1.3 20.9�1.2 17.0�2.0
308 Head-up Hz 16.7�3.2* 76.2�12.3* 19.5�1.4* 24.3�1.5* 28.2�2.2* 24.0�3.1*
DIFF head-up Hz 15.4�2.8 60.6�5.4+ 17.8�1.6 7.9�1.1 7.3�1.4 7.0�2.3
308 Head-down Hz 0.25�1.1* 1.0�0.4* 0.0�0.0* 9.5�2.1* 13.1�2.1* 10.2�2.4*
DIFF head-down Hz -1.05�1.4 -14.6�3.3+ -1.7�1.6 -6.9�1.6 -9.6�1.7 -6.8�2.2

Note that there was an increase in the IFF in the head-up position (DIFF head-up) of IMUs during inspiration, whereas there was no
change in the IFF of IEMUs associated with 308 head-up tilt. Exp (pre): expiration immediately before inspiration (Insp); Exp
(post):expiration immediately after Insp; DIFF head-down: change in IFF in the head-down position. *: p<0.05 versus natural position; +:
p<0.05 versus expiratory phase.
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Fig. 1. ± Typical firing activities of: a, b) an inspiratory motor unit (IMU); and c, d) an inspiratory/expiratory motor unit (IEMU). b) Superimposed
spikes of the IMU shown in a; d) superimposed spikes of the IEMU shown in c (twenty sweeps are superimposed in b and d. V': nasal airflow; Insp:
inspiration; exp: expiration; IFF: instantaneous firing frequency (bin width 200 ms).
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Although the spatial distribution of fibre types in genio-
glossus is unknown, it is assumed that the various types of
motor units have different roles since genioglossus is in-
volved in different respiratory and nonrespiratory (e.g.,
mastication) functions. VAN LUNTEREN and coworkers [3,
4] reported that muscle fibres of pharyngeal dilator mus-
cles such the genioglossus, geniohyoid, sternohyoid and
sternothyroid showed fast contractile properties and resis-
tance to fatigue. HELLSTRAND [11 ] found that the extrinsic
muscles of the cat tongue contained 19±25% type I fibres
and 75±81% type II fibres. Although they only used a
histochemical approach, they found that fatiguable, fat-
igue-intermediate and fatigue-resistant fibres were pre-
sent in equal proportions in the extrinsic tongue muscles
of the cat. BRACHER et al. [5] showed that there were 24%
type I fibres and 47% type IIa fibres in the cat genio-
glossus whereas there were 11% type I fibres and 50%

type IIa fibres in the rat genioglossus muscle. LIN et al.
[12] reported that the genioglossus was fatigue-resistant
during tongue protrusion in the monkey. These reports
suggest that extrinsic tongue muscle consists mainly of
fatigue-resistant fibres. Unfortunately, there are few rep-
orts on fibre types in the human genioglossus. YAROM et
al. [13] reported that tongue muscles (no differentiation
among muscles was reported) were composed of 30±40%
slow-twitch fibres in patients with Down syndrome.
SERIES et al. [14] recently demonstrated that the genio-
glossus contains 33% type I fibres and 67% type II fibres
in both snorers and patients with obstructive sleep ap-
noea. The two types of respiratory-related motor units in
this study showed significantly different discharge pat-
terns and were modulated differently in association with
head-up tilt. Although there is no evidence regarding the
precise relationship between types of muscle fibre and
motor unit in the genioglossus, this difference suggests
that the muscle is morphologically and functionally diff-
erentiated.

The hypoglossal nerve innervates muscles that protrude
the tongue and reduce UA resistance and muscles that re-
tract the tongue and increase UA resistance. Only a portion
of hypoglossal motoneurons receive respiratory input from
the central rhythm generator for respiration [15]. Since the
firing activity of motor units indicates the excitation of
the motoneurons per se, the classification of genioglossus
motoneurons in terms of their respiratory-related activity
may be feasible by examining the firing duration, timing
and frequency of the motor units [6]. LOWE et al. [16]
reported that the activity of motor units without respir-
atory-related discharge was modulated by electrical stimu-
lation of the infraorbital, lingual, glossopharyngeal and
superior laryngeal nerves. MILLER and BOWMAN [9] showed
that the firing frequency of motor units increased during
inspiration and swallowing using interspike interval ana-
lysis. However, there have been no studies on the func-
tional role of respiratory-related motor units in humans.
TOKIZANE et al. [7] examined the firing pattern of motor
units in 46 muscles with respiratory-related units during
tidal breathing. They demonstrated that the discharge pat-
tern of respiratory-related units could be classified into two
types, one that shows phasic activity during inspiration and
another that shows tonic activity with greater firing fre-
quency during inspiration [7]. The two types of motor units
in the present study could be classified similarly; the IMU
corresponds to the former type, and the IEMU to the latter.

It has been reported that human skeletal muscle contains
both tonic and kinetic motor units [7]. TOKIZANE and SHI-

MAZU [8] speculated that tonic motor units are abundant in
muscle that is involved in maintaining body posture (e.g.
soleus muscle), whereas kinetic motor units are abundant
in muscle that is involved in performing rapid movement
(e.g. external ocular muscle). As shown in figure 2, the SD

of the interval of spike discharge of IMUs was greater
than that of IEMUs at a given inter-spike interval. The
groups of t-SD points for IMUs and IEMUs were sig-
nificantly different, suggesting that IMUs and IEMUs
consist of heterogeneous subpopulations.

The firing activity of the IMU and the IEMU in the 308
head-down position may provide insight into their diver-
gent functional roles. In the 30 head-down position, the
firing activity of IMUs almost ceased, whereas IEMUs
remained active (fig. 3). Interestingly, IMUs became silent
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Fig. 2. ± Mean interspike interval tSD points for 12 inspiratory motor
units (IMU; s) and 12 inspiratory/expiratory motor units (IEMU; *) t
and the SD were calculated during inspiration for the IMU, and during
both inspiration and expiration for the IEMU.
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Fig. 3. ± Representative changes in the instantaneous firing frequencies
(IFFs) of an inspiratory motor unit (IMU) and an inspiratory/expiratory
motor unit (IEMU) in response to gradual changes in head position. The
firing activities of the IMU and IEMU were recorded simultaneously.
Head position was gradually changed between the 308 head-up and 308
head-down positions. The IFF was calculated for both the IMU and
IEMU in each head position: *: IMU during inspiration; s: IMU
during expiration; m: IEMU during inspiration; n: IEMU during
expiration.
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in the 308 head-down position even during inspiration,
whereas IEMUs maintained the same rate of firing acti-
vity during inspiration and expiration, regardless of head
position. This suggests that IMUs and IEMUs are driven
by different inputs. Gravitational pull in the head-down
position would induce anterior displacement of the ton-
gue, which would result in enlargement of the UA. Thus,
it is assumed that IMUs are controlled mainly by com-
mands from the central rhythm generator for respiration,
whereas IEMUs are controlled mainly by peripheral feed-
back. This is consistent with previous studies in paralysed
animals [15, 17, 18], which showed that neither hypo-
glossal motoneurons nor their premotor neurons exhib-
ited respiratory-related activity, which is analogous to the
firing activity of IEMUs in the present study.

Although further studies are required on the input/output
relationship in inspiratory and inspiratory/expiratory motor
units, it appears that the respiratory-related activity of
inspiratory motor units may phasically counteract the intra-
luminal negative pressure during inspiration. Conversely,
the respiratory-related activity of inspiratory/expiratory
motor units may tonically maintain tongue posture; other-
wise the tongue would tend to collapse into the upper air-
way and jeopardize normal respiratory function, as occurs
in patients with obstructive sleep apnoea [1].
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